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PREFACE 


the various investigations which have been made upon the 
anthocyanin pigments along botanical, chemical and genetical 
lines, no complete account has yet been written. It is the object of 
this book to provide such an account of the work which has been done. 
Although it is only within recent years that any very notable researches 
have been made upon these pigments, I feel that consideration is due 
to the many workers who, in the course of the last century, have 






paved the way for their successors. This I offer as my excuse for ' i 
dwelling in the following pages upon some researches which are now i 

almost entirely superseded. , I 

I do not pretend to claim that anthocyanins will ever have a great 1 

significance from the strictly botanical point of view. Even when the | 

obscurity which surrounds their physiological functions is elucidated, | 
it can scarcely be expected that they will have a significance in the ' 
least comparable, for instance, to that of chlorophyll. From the 
strictly chemical .standpoint, as chemical compounds, they have a I 

certain interest. But I believe it to be in connection with problems I 

of inheritance that they will provide a great and interesting field for ! 

research. ‘ , 'I 

We have now ample evidence that the development in plants of I 
many and various anthocyanin pigments affords an almost unlimited 
supply of material for the study of inheritance. It must also be patent | 

to those who have been working on the subject of Genetics that i 

a proper conception of the inter-relationships and inheritance of the | 

> manifold eharaetem ' of \ animals plants will be greatly facilitated' ■ ■ I 

a ''Imowledge' the' chemical substances p;nd' reactions of yrhich 
.t'^ese-charactem.atf, largely the outward expression-. Herein lies the , ' .''I 
’'V „■ ■ ' . , : ' ■ , i.V'' „ ” aZ ' 
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interest connected with, anthocyanin pigments. For we have now, on 
the one hand, satisfactory methods for the isolation, analyses and 
determination of the constitutional formulae of these pigments. On 
the other hand, we have the Mendelian methods for determining the 
laws of their inheritance. By a combination of the two methods, we 
are within reasonable distance of being able to express some of the 
phenomena of inheritance in terms of chemical composition and 
structure. There can be little doubt that exact information of this 
kind must be at least helpful for the true understanding of the vital 
and important subject of Heredity. 

In the preparation of this book I gratefully acknowledge the help 
afforded to me by many of my friends, and I am especially indebted 
to Mrs E. A. Newell Arber for kindly correcting my proofs. 

To Professor Batson, F.R.S., my sincerest thanks are due for the 
great interest he has taken in much of my work which is included in 
this volume, and for his many valuable suggestions and criticisms. 

I wish also to record my thanks to Dr F. F. Blackman, F.R.S., for 
criticisms and assistance with the manuscript. 

I regret that some of the most recent and important work on the 
subject has not been altogether successfully incorporated in the book, 
owing to the difficulty I have experienced in learning, at the earliest 
opportunity, of the results obtained by scientists in other oounferiesi 
during this and the preceding year. 


CUjraniDaE, 
May, 1918 . 


M. W. 
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, Iclea":27.', . And^ first, their Cntours; where, with reispni tn h’evfr.i! aiiil 

[.Farts, they are more Chanffeabk; as Hedj in Flowers; or Vmh^iani, m ih'r-eii in 
Leaves. Which, with respect to several Ages of one Fart, are mmv fmirmj, j,is Oreen 
in Fruits; or isiraMe, as ITellow in Flowers. In wiiat Paris more Simjk. ajrf tihvays 
in the jSeecl; or more Com-poimiei, as in the Fkmmr; and in wiiaf Pifiais more 
^(especially, as in Fanep, Which proper to Fhmis that have siicii a Tmk or SuirH, 
as both, in White Flowers, are usually less strong. To Pkufs that lloivm* hi wiieli' 
a treason, as a Telimv Flotuer, I think, chiefly, to Spring PkMs. Ami to Pkiiifs 
that are natural to such a Soil or Seat, as to Waier-pknis, more iisimlly, a winP\ 
Flower. What, amongst all Chknrs, more Common fo as ^hren ; or iiif^re 

Bare, .as BlacL And what all these Farieties of Colours an"* upofi but 

chiefly, in their nahiral Soil. To oliservt^ also with their sui’H-rlielal C.V*|foiiv, iIioms* 
within; so the J?ooM* of Pocks, are Yellow; of Mkiort, Ikd; of Jrtns, Purple; fnit 
of most. White. Where the Inward, ihkI 8iipfnlic*ial Cohurn agree; ns in 
or vary, asm the other Parts frequently. And in what nmimer thty ^n-e Silwifid; 
some miiversally spreading, others running only' along willi the VrsMfiM', in tlir’ 
’■;I/p;t?c<9''''0l(Bed;:;:jD0£!l, .and: the' 

From Nehemiah Oiw's Amdomp of Fkmis,. with tm him of a Phiiostipkiml 




CHAPTER I 


INTRODUCTORY 

The subject of the anthocyanin pigments of plants lias received 
considerable attention, yet the results are comparatively slight. Such 
colouring matters have sometimes been spoken of as so]rib| fi pigmen ts, 
since they are in a state of solution in the cell-sap, as contrasted with 
those which are in some way bound up with the structure of organised 
protoplasmic bodies known as plastids. The innumerable shades of 
blue, purple, violet, mauve and magenta, and nearly all the reds, which 
appear in flowers, fruits, leaves and stems are due to anthocyanin pig- 
ments. On the other hand, green, and the large majority of orange 
and yellow colours, are in the form of plastid pigments. Other colours, 
again, notably some scarlets and orange-reds, browns ajid even black, 
are jiroduced by the presence of both plastid and anthocyanin pig* 
ments together in the tissues. 

For almost a hundred years botanists have employed one term to 
denote the soluble pigments — antliocyanin^ fcvam^), a word 

first coined by Marquart {5y^ for these substances in 1835 and retained 
in the same sense to the present day; other rival terms, now obsolete, 
such as erythrophyll, cyanophyll and cyariin liave also been used 
from time to time. 

Vegetable pigments served as matter for investigation at a very 
early date, and the property which first attracted attention was their 
behaviour towards acids and bases, that is, the reddening by acids 
and the formation of green coloured products with a base. ' Thus, in 
1664, in the Experinienis and Oonsideratiom touching Colotm of Robert 

^ In the present volume anthooyamn is largely used in the colloctivo sense,, that is 
as a term wMoh we know to ineinde a number of substances ; sometimes however, when 
the context doiaands it, the plural form is used. - 

Numbers in brackets refer to papers,: ete., in the Bibliography at the cud of the book,- 
and such referenoos are either entirely ooncbrnod'with anthocyanins, or have some direct 
)earing upon thorn. Boferences* on the.'-oontraryj, in the foot-notes are not directly 
onoemod with anthooyanins* ' y''"' 
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Boyle (107), we find the following directions: ''Take good Syrrn]^ ol 
Violets, Iiupra^giiated with the Tincture of the iiowers, drop a little 
of it upon a White Paper.. .and on this Liquor let fall two cir three drops 
of Spirit either of Salt or Vinegar, or almost any other eiiiinently Achl 
Liquor, & upon the Mixture of these j'Oii shall find tl.U‘ Syrru|) 
diately turn’d Bed, ...But to improve the Experiiiient, let me atid 
what lias not... been hitherto observ’d,. ..miinely, that if histenil ttf 
Spirit of Salt, or that of Vinegar, you drop upon the Syrnip of \liha-s 
a little Oyl of Tartar per Deliqid'ion, or the like tiiiaiitiry of Solinion 
of Potashes, & rubb them together with your tinger, you shul! find tin* 
Blew Colour of the Syrriip turn’d in a moment a perfeer Lreei*/’ 

And again in The Amtomy of Phots of lfi82, Xelieniiali td'ew (!) 
tells us Spirit of Horn droped upon a, Timiort of i!ie 

Flower of Lark-heel & Borage turn them to, a verdigreesa (SrvaF 

''Spirit of Sulphur on a Timlim of Viokh tiiriis it from Bhw to 
a true Lacke^ or niidle' Cr-mspuP ■ 

''Spirit of Sulphur uimu a Timlure of €ha.:e-Juhi-FkiMrrs make.s 
a bright blood Red, Into the like ihhur^ it iuglittais a ot' 

IM RosesP ^ 

It is not clear from the, writings of Boyle and Yelieiniiili Lrew 
whether these authors considered the great variety of siiadf*s to be the 

expression of one or of many siibstaBCos, thongli it is ejear that Xelunniah 
Grew diiferentiated between red, blue and green pigiiunits us regards 
their solubilities. For he, says, “...The Liqium ! iiiiide u,se of for thi.s 
purpose, were three, sc. Oifl of Olkes, Water, & S)tlrit of U'/ue, The 
Water I used was from the Thahies, because I euuhi nof proeure juty 
clear Rain- Water, & had not Icasure at present to distil! any. !5iit 
next to this, that yields as little Saif, (is any.” The oil he idtnul dis- 
solved the green colour, “ ...But there, is no Veffetahk yi>r known w!ji«‘h 
gives a true Red to Qj/l, excejit Alkanet Rmt.’'' Thi.s root "wliitdi 
immediately tinctures Oyl with a deeper Red, will not colour ICrt/rr 
in the least. Ne.tt it is observable, That ITafer will take ail the 
of Plants in Infumn except a So that as no Plant will by 

Tn/tman give a perfect Bfee to %f; so their is none, tiiat I know of, 
which, by Infusion will give a perfect Orgm lo Wattr^P Boyle, on the 
other hand, w^as evidently impressed by the uniformity of the acid 

> Tills fe ontiroiy in aoootttehoo ^th oiw preseRt-diiy imowlwigo of tlw jiignusnts. 
.Chlorophyll, like all plastfd pigients* Ja todttbfe in water, Iwt sokblw In oil The nxl. 
blue and purple anthocyanin pigraents are sdnblo, in water, but insolubfo in oil The 
red pigmont of Alkaoet root is not «n anthooyjMiia and baa quite dtffoiviit Mlubilitta. . 
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and alkali reactions: “...it is somewhat surpriising to see, ...how 
Difteringly-colour’d Flowers, or Blossoms,... how remote soever their 
Colours be from Green, would in a moment pass into a deep Degree of 
that Colour, upon the Touch of an Alcaliiiate Liquor.” The gradual 
evolution of the idea of the multiplicity of pigments included under 
anthocyanin can only be realised in a comprehensive sixrvey of the 
sub j ect. 

After the preliminary and somewhat diffuse observations of the^ 
earliest scientists, there follows a period during which certain definite 
lines of investigation emerge, and it is practically to these lines that 
the chapters in this book correspond. It may not be out of place, 
however, to give a general account of the different phases and kinds of 
investigation showing how they have developed, and how they are 
related to each other in the complete history. 

The above lines of investigation may be enumerated thus : the // 
morphological and histological distribution of the pigments, the factors 
controlling their formation, their function, their chemical composition, ■ 
their mode of origin, and lastly, the part they have played in heredity. 

B'irst let us consider their distribution. Contributions to this portion /- 
of the subject naturally formed a great part, though by no means the 
whole, of the earlier work on pigments, since it merely involved general 
observation and microscopical examination of petals and leaves. ■ 

\hirious writers published full accounts of the pigments of flowers, 
fruits, leaves, etc., showing how some colours are due to plastid, others i 

to soluble pigments, and others again are the result of the combination I 

of both in the cells. As would be expected, this form of investigation 
has tended to diminish in later years for, the histological basis once i 

laid down, the physiological, chemical and biochemical aspocts Ixave 
come to the front. Mention must be made, however, of the publications 
of Buscalioni & Pollaeci (17) in 1903 on the histological distribution 
of anthocyanin, and of a paper on {similar lines read by Parkin (77) ; 

at the meeting of the British xVssociation of the same year. Still 
later work of this kind is that of Gerte (19) which appeared in 1906: 
tliis author made a most thorough and systematic investigation of the 
occurrence of anthocyanin in representative genera of all natural | 

orders, but the publication of his work in Swedish unfortunately 
restricts the circulation of ‘his 'results.' J 

The question of factors controlling' anthocyanin formation is the [ 

next line of enquiry most convenient for consideration. The main ! 

factors concerned are lights temperature and nutrition. j 
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Tlie matter of fuaclamental siguificauce in all >|iie.sti.)iis of faeinr 
control, and one which it will be well to iiuderstaiul before, fuming 
to the factors in detail, is the dependence of anthocyanin fonnation 
upon the supply of an initial product or chroniogen. as ii i.s calii'd, 
from which the pigment arises. This substance, like all orheis in plant 
metabolism, ultimately depends for its existejicc on a supply of carlio- 
hydrates (sugars), the first products of syntimsis in the plant. The 
■ relationship between anthocyanin formation and the jiresence of .'iUgar.-; 
in the tissues has provided an important subject for r(\-?eiin'ii. Overton 
(333, 334), ill 1899, first drew attention to its sigiiitietince' : thi.s 
botanist had noticed, while camdiig out some c.Njicrimetits on osmosis, 
that culture of Hyirochark Marsun-ranae in iiugar, soluriuiis leads io 
greater production of anthocyanin in the lea\-cs. Further experinumts 
showed the phenomenon to be constant for ipiite a miniber of sjR’eie.s 
when isolated leaves and twigs were fed on solutions of cam* .sugar, 
dextrose, laevulose and maltose. Repetition of e.xperitneiUs on these 
lines at later dates by Katie (354), Gertz (38b) and others gave full 
confirmation to Overton’s results. This discovery led Overton to the 
fairly obvious inference that possibly, in the norma! plant, reddening 
of leaves, etc., is correlated with excess of .sugar in the ti.s.siii‘s, and he 
states that by tests upon red autumnal leave.s he could tletecf, more 
sugar in red than in green leaves. 

More elaborate and conclusive work in this dirt((‘tion wa,s coimnenced 
by Combes in 1999 and carried on in the following years. Combes 
(374, 385) had noted that decortication in some jdant.s liring.s about 
a considerable development of anthocyanin in tluf leaves above the 
point of decortication. Analyses were made by him, not oiilv of l(»iive,‘j 
reddened through this cause, but also of Hufumiial and other red 
leaves. In all cases he (207) claims to have shown that the red leaves 
contain greater quantities of sugars aird glucosides than green ones 
from the same plant. BYoiu other, more general, phenomena, in 
addition to Combes’s results, it may be safely inferred that an arcumu- 
lation of such synthetic products as are manufactured in the leaves 
leads to production of anthocyanin. For example, we frequently find 
abnormal reddening of a single leaf on a plant otherwise in full vigour, 
and investigation almost invariably shows the reddening to be accom- 
panied by injury, and the injury, whether it be due to mcclnvivical 
cutting or breaking, or to the 'attacks of insects, will be found to 

Xho oonaooboa botweea and the proseswe of ^sugars wau iiliio |K>iated 

oait in 1890 by Mirando (332) m » rartlt of his investigstJons on th« gsnua Cwwnte. 
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affect those tissues which conduct away the synthetic products of 
the leaf. 

There is little doubt that the chromogen of anthocyaiiin, in the 
form of a glucoside, is also manufactured in the leaves, and the whole 
trend of results goes to show that an enforced accumulation of this 
chromogen, together with sugars, by stoppage of the translocation 
current, leads to formation of anthocyanin in the leai ; and a similar 
result may arise from artificial feeding with sugars. To the more 
precise relationships between chromogen, anthoc 3 ^anin and sugars 
attention will be given in a later chapter. 

Thus it will be seen that in all problems connected with effects 
of temperature, light, etc., on anthocyanin formation, we are confronted 
with two distinct questions, i.e. the direct eflhct of light and temperature 
on the actual production of pigment, and the indirect effect of' these 
factors on the supply of organic compounds from which the chromogen 
of anthocyanin is synthesised. 

The relationship between pigment formation and light constitutes 
a problem to which . there is no very satisfactory solution. Sachs 
(269, 271), Askenasy (282) and , others have tried the obvious methods 
of growing plants in the dark with controls in the light, of darkening 
leaves while leaving inflorescences uncovered and so forth. The 
outcome of these researches, as well as of several others, has been to 
sliow^ that in many cases, for example, in flowT.rs of Tidipa, Ilyacmilius, 
Iris and Crocus^ anthocyanin develops equally well in the dark ; in other 
eases, such as Pulntonaria, Ayitirrhimmi, and Pnmella, the development 
is feeble or absent. A general survey of anthocyanin distribution leaves, 
us in no doubt that, as far as organs where anthocyanin may be expected 
to develop are concerned, the greatest production takes place in the 
most illuminated parts. But W’^e have on the other hand not a few^ 
examples, of w^hich the root of Beta is a good illustration, of development 
of pigment in total darkness. In the absence of fuller evidence, the 
most reasonable point of view is that the actual process of pigment 
formation may in itself be entirely independent of light, should the 
tissues contain sufficient reserve ; materials to supply the chromogen. 
But if there is a shortage of reserve''. materials, such as w^ould arise from 
diminished photosynthesis, the , anthocyanin may fail to appear from 
lack of chromogen. ; 

The problem of the effect o'f temperature offers similar difficulties. 
Does the temperature influence' the .actual formation of pigment, or 
is it again an indirect nause, making itself felt only tliroiigli its effects 
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upon the supply of materials from which the pigment is synthesised? 
That low temperature favours pigment formation would seem to be 
demonstrated by autumnal coloration, and the winter reddening of 
leaves of Hedera, Ligustmmi MaJionia and other evergreens. Conversely, 
Overton (333) found in Hydrochans^ the higher the temperature, the 
less anthocyanin, Klebs (360) also notes that flowers of Camgmmia 
and Primula may be almost white in a hot-house, but the same indivi- 
duals kept in the cold will bear coloured flowers. The consideration 
of temperature is perhaps more difficult than that of light; for low 
temperature, on the one hand, retards photosynthesis by which sugars 
are formed, but, on the other hand, it also retards grow^th, starch forma- 
tion and probably translocation; thereby tending to raise the sugar 
contents of the tissues. High temperature, on the contrary, accelerates 
growth and respiration, and consequently prevents the accumulation 
of any excess of synthetic products. 

An interesting application of these views upon light and tempera- 
ture effects can be made in the case of Alpine flower coloration. The 
subject has been extensively studied by Gaston Bonnier (288, 289, 
294, 307, 328), Flahault (288, 289, 290, 292) and others, and has had 
a great vogue with the writers on flower coloration in connection with 
insect pollination. The special features of the case are intensity of 
flower-colour and the formation of anthocyanin in the vegetative parts. 
Gaston Bonnier & Flahault have compared individuals grown at heights 
of 2300 metres with individuals grown in the plains, and have found, 
that the latter produce paler flowers and less anthocyanin m the leaves 
and stems. It seems most reasonable to suppose that these phenomena 
form a natural demonstration of some of the relationships which we 
have just been considering between colour and factors. High Alpine 
plants are stunted in grow'th, i.e. little material is expended vegetatively ; 
they are exposed by day to intense insolation while the night tempera- 
ture is low. One may therefore suppose photosynthesis to be very 
active, whereas translocation and growth are retarded, these being 
conditions which favour high sugar and chromogen concentrations in 
the tissues and resultant abundance of pigment. 

The so-called functions of anthocyanin have provided material for 
another main line of research. Two essentially different types of 
lunction are readily distinguished,, the biological and the physiological. 
The biological function is a subject which, in itself, needs extensive 
treatment, and does not lie within the scope of this book. It is solely 
connected with the attractive yahte of the coloured floral organs for 
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pollination by insects, and the subsidiary question of the attractive 
value of ripe pigmented fruits for dispersal by birds. The relationship 
between flower-colour and entomopMIy has received great attention 
from botanists, and the whole matter is dealt with most tlioroiiglily 
in^Knuth’E. Handhooh of Floiver Pollination (426), which includes an 
excellent bibliography. 

The physiological function is a very difficult and far less satisfactory 
matter. Several different functions of a physiological nature have 
been attributed to anthocyanin. One of the most famous is Jhe screeii 
theory, the idea of wliich was first based on work 'published in 1880 by 
Pringsheim, who showed that chlorophyll was bleached by intense light, 
but not if protected artificially by a red screen. Thus the view arose 
that anthocyanin might be protective in function, but experimental 
evidence does not altogether favour this hypothesis. For, in 1885, 
Reinke pointed out that it is those rays absorbed by chlorophyll which 
have the greatest destructive efiect on chlorophyll, and Engelmann 
(394), in 1887, demonstrated that the absorption spectrum of antho- 
cyanin is on the whole complementary to that of chlorophyll. Hence 
anthocyanin absorbs those rays \vhich are least harmful to chlorophyll, 
and cannot therefore be said to provide an effective screen. A second 
suggestion, brought forward by Stahl (405) in 1896, and largely supported 
by him, is that anthocyanin absorbs certain of the sun’s rays, and by 
converting them into heat, raises the temperature of the leaf, and this 
may serve to accelerate transpiration in difficult circumstances, as in 
damp regions of the tropics, or may protect leaves from low temperature 
as in Alpine regions. The chief points in favour of this hypothesis are 
the distribution of anthocyanin in leaves of shade-loving plants, and the 
fact, observed also by Stahl, and confirmed in 1909 by Smith (420), that 
the internal temperature of red leaves is greater than that of green. 

The next line of investigation, the chemical composition of the 
pigments, is also difficult, and though spasmodically attacked from 
time to time, met with no very serious consideration till 1906. So 
intimately connected with its chemical composition that it can scarcely 
be considered separately, is the question of the mode of formation of 
anthocyanin, that is, the chemical reactions involved in the process. 
Closely connected also, though in a lesser degree, is the part played by 
anthocyanin pigments in heredity. It is proposed therefore to deal 
with these three lines of research more or less together. 

As already pointed out, the reactions with acids and alkalies are 
the most obvious and striking ;chenii cal properties of anthocyanins, 
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and they have helped to draw the attention of chemists to the subject: 
for much of the earlier chemical work on anthocyanin, notably of a 
group of French chemists (1800-1825), Braconnot (110), Payen & 
Chevallier (113, 114, 115) and Eoux (116), centred round these reactions, 
especially in some cases round their role as indicators. But the idea 
of anthocyanin as an indicator was fully conceived long before 1807 
by Robert Boyle (107), '' When/’ he says, we have a mind to examine, 

whether or no the Salt predominant in a Liquor or other Body, wherein 
’tis Loose and Abundant, belong to the Tribe of Acid Salts or not... 
if such a Body turn the Syrrup of a Red or Reddish Purple Colour, 
it does for the most part argue the Body (especially if it fee a distill’d 
Liquor) to abound with Acid Salt. But if the Syrrup be made Green, 
that argues the Predominant Salt to be of a Nature repugnant to that 
of the Tribe of Acids.” After the reactions of anthocyanin with acids 
and alkalies, other reactions were noticed with iron salts and various 
reagents, many of which modify the colour as it is modified in nature. 
These reactions gave rise to views among some chemists, Premy & Cloez 
(126) and Wigand (136), that natural blue, purple and red pigments 
are modifications of the same substance, brought about by the presence 
of other compounds in the cell-sap. But as analyses and investigations 
proceeded, the view of a certain multiplicity of pigments gained the 
ascendency. 

One of the first actual analyses of anthocyanin was carriecPout 
in 1849 by Morot (122) who isolated the blue pigment of the Corn- 
flower, and found it to contain carbon, hydrogen and oxygen, with 
nitrogen as impurity. Ten years later Glenard (129, 130) isolated the 
pigment of wine, found it also to contain carbon, hydrogen and oxygen, 
and gave it a percentage formula. 

An early suggestion as to the chemical nature of anthocyanin and 
its mode of formation was that of Wigand (136) in 1862. this author 
suggested that anthocyanin arises by the oxidation of a colourless 
tannin-like chromopn, a substance widely distributed in plants and 
giving a green reaction with iron salts and a yellow reaction with alkalies. 
The same substance obviously had been noted at an earlier date by 
Filhol (125, 132) who observed it to be widely distributed, and main- 
tained that the green coloration of anthocyanin with alkalies was due 
to a mixture of a blue anthocyanin reaction plus the yellow reaction 
of these, accompanying subattopeh;; a^view also* held by Wiesnei ( 135 ). 
The idea of the formation of anthocyanin from a tannin-like chromogen 
by oxidation was, from this time'opward, generally accepted by botanists 

- -v 
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and cheniists* It was, for instance, again (1878) suggested by Gautier 
(149) on the strength of isolation and analyses of the pigments of various 
wines. Later, further analyses of Vine pigments were made by Gautier 
(175) and other, investigators, notably Heise (167), but their results 
were in no way concordant except in so far as they agreed that the 
pigment contained carbon, hydrogen and oxygen, only. These were 
followed again by analyses of the pigment of Bilberry fruits by Heise 
(178). 

In 1895 Weigert (179) made the first attempt at a classification of 
anthocyanins based upon their chemical reactions, and he differentiated 
two groups, the ‘Weinroth’ and the ^Rubenroth,’ according to the 
behaviour of the pigment to acids, alkalies and lead acetate solution. 
The Riibenroth group is however a small group of anthocyanin pigments 
of the orders Phytolaccaceae, Amarantaceae and Portulacaceae of the 
Centrospermae ; the Weinroth group, including the greater number 
of anthocyanins, still remained undifferentiated. 

In 1906 Grafe (197) published the results of some careful analyses 
of the pigment of the Hollyhock {Althaea rosea), followed by further 
analyses (222) of the pigment of scarlet Pelargonium flowers in 1911. 
In this publication Grafe clearly expresses the view that anthocyanin 
must be regarded as a general term for a number of substances, having 
similar properties and reactions, but differing somewhat from each 
other in chemical constitution. 

Meanwhile from the year 1900 and onwards, the study of anthocyanin 
pigments gained a new impetus through their connection with the 
inheritance of colour in plants. For many experiments on the cross- 
breeding of colour- varieties were commenced about this time by Bateson, 
Pixnnett, Saunders (475, 487) and others working on the lines of Mendelian 
inheritance. Two of the first plants to be used for this purpose were the 
Stock {Matthiola) and the Sweet Pea {Lathyrus). Both these plants 
have a number of varieties, and although it is doubtful whether we know 
the character of the origina-l type in Matthiola, it is fairly certain that 
the original wild Sweet Pea resembled the form known as ^Purple 
Invincible^ which has a chocolate standard and purplish-blue alae. 
We now know from the teachings of heredity that all the coloured 
varieties of Sweet Pea, and probably many of those of Stocks, have 
arisen through the loss of certain factors from the type, and by recrossing 
selected varieties, the type can be obtained again, the process being 
known as the phenomenon of ‘reversion to type.’ One of the most 
striking results (496) of the experiments on Sweet Peas and Stocks 
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was the phenomenon of the production of a plant bearing purple flowers 
(in the Sweet Pea the original type) by crossing two , white-flowered 
. strains. From such results the hypothesis arose, that red colour 
(anthocyanin) is due to the presence of t^wo factors, G and E, in the 
plant, the loss of either factor resulting in an albino. A third factor, 
jB, by its presence modifies the red colour to a blue or purple, but 
unless C and R are also both present in the plant, B is without effect. 
Hence white plants of known parentage can be selected which are 
carrying C, R, or S only, or CB, or RB, 

Such a discovery is not only highly important in its connection 
with heredity, but it also provides us with well-defined material for 
the solution of the problem as to what chemical processes are involved 
in anthocyanin formation. Conversely, these processes once discovered, 
we should also be provided with a chemical interpretation of the 
Mendelian factors for flower-colour. 

The problem was first attacked by the author in 1909. The plant 
selected for investigation was Antirrhinum, majiis, since the inheritance 
of the flower-colour of this species had already been worked out (514, 
535) during the years 1903-9, and confirmed independently by Baur 
(536). Antirrhimm majus presents a case of singular interest. In 
this species (as in Matthiola and Lathynis) two wliite varieties, or more 
strictly two varieties which are albinos as regards anthocyanin, when 
crossed together, produce the magenta pigment (anthocyanin) character- 
istic of the type; but, whereas in Lathyrus and 3IaiikioIa the two 
whites producing a purple are identical in appearance, the two albinos 
in Antirrhimm can be distinguished at sight. One, which is known 
as ivory, is ivory-white in colour, the other, the true white, is dead 
white. These two varieties*, must obviously, bet^veen them, contain 
the chemical substances, or the power to produce the chemical sub- 
stances, essential to the formation of anthocyanin. 

The first clue to the solution was provided by the difference in the 
action of ammonia vapour on the two flowers. The ivory exposed to 
ammonia turns bright yellow whereas the white is practically unaltcrecl. 
It has been mentioned previously that Filhol (125), and in fact several 
of the earlier workers on plant pigments, had noted the occurrence of 
colourless substances in the plant which gave a bright yellow reaction 
with alkalies. Moreover, a tentative suggestion was made by Bidgood (18) 
some years ago (1905) in the Journal of the Royal Horticultural Society, 
that these substances were , the coloiiring matters known as flavones. 
Reference to the work of Rerkin on the flavones provided the 
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information that these substances have a general distribution in nature; 
and had attracted the notice of chemists on account of their value 
as vegetable dyes. Some flavones have been found in many species, 
others in but one, or a few, though this appearance of restriction may 
be due to lack of information. All members of the group are yellow 
substances differing slightly from each other in their chemical composi- 
tion. In the plant they frequently occur as gliicosides, in which 
condition their colour is much paler, and their solubility greater, than 
in the free state. All give intense yellow or orange-yelJow coloration 
with alkalies, and green or brown coloration with iron salts. This 
information led the author to, conclude that the widely distributed 
substances, occurring in all plant tissues which give the yellow reaction 
to ammonia vapour, are flavones, and that the pigment of the ivory 
variety of Antirrhimim is of the same nature. The white variety of 
Antiffhinmn is without the flavone, and must contain some substance 
.capable of action on the flavone to form anthocyanin. 

At about this period a series of papers were published by Palladin 
(203, 210) setting forth what is known as the theory of 'Atmungs- 
pigmente.’ Broadly speaking, Palladin supposes plants to contain 
chromogens which are capable of being oxidised by enzymes to pigments 
which in turn pass on oxygen to respirable substances in the plant. 
Among the Atmungspigmente’ Palladin includes anthocyanin. 

Palladin’s conception, together with the evidence provided by 
Antirrhinum, led the author (212, 217, 226) to bring forward the hypo- 
thesis that anthocyanin is formed from a flavone by the action of an 
oxidising enzyme or oxidase. Thus the formation of magenta pigment 
in Antirrhinum would be broxight about by the action of an oxidase 
produced by the white variety upon the flavone present in the ivory. 
Likewise in every plant anthocyanin would be formed by the action 
of an oxidase upon a flavone, and just as the flavones are a class of 
substances having similar properties, though showing some variety in 
structure, the anthocyanins also would have properties in common as 
a class but would, many of them, differ somewhat in chemical structure. 

The oxidase hypothesis of anthocyanin formation has been taken up 
by Keeble & Armstrong (230, 231). These authors invented a micro- 
chemical method for testing for oxidases in plant tissues, and applied 
the method chiefly to colour varieties of the Chinese Primrose {Primula 
sinemis), a plant largely used for Mendelian experiments. By means 
of their test they discovered that oxidases in Primula are chiefly 
confined to the epidermis and the bundle sheaths, both regions where 
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antliocyanin also is localised. A further point of interest was discovered 
in connection with certain varieties of Primula known as dominant 
whites. These varieties have pigment (anthocyanin) in stems and 
leaves, though the flowers are white, and they are regarded, from their 
behaviour in crossing, as coloured forms in which the flower-colour 
is inhibited by some factor present in the plant. Keeble & Armstrong 
were able to show that flowers of these varieties gave ordinarily no 
oxidase reaction, but after treatment with certain reagents, the inhibitor 
was removed, and the oxidase reaction appeared in the petals. On 
the other hand, they found that the true albinos in Primula gave the 
oxidase reactions as well as the coloured varieties. Hence to make 
the hypothesis fit the case of Primula, they were obliged to assume the 
lack of colour in the true albino to be due to lack of chromogen, an 
assumption which has never been verified. 

, Meanwhile the author’s investigations on Antirrhinum proceeded on 
the lines of isolation and analysis (244) of the pigments of the colour- 
varieties. These pigments were prepared on as large a scale as possible 
by making water extracts of the flowers, precipitating the pigment as 
a lead salt by lead acetate, and again decomposing the salt with sulphuric 
acid. Filtered from lead sulphate, the pigment was obtained in dilute 
acid solution. It had been previously ascertained that anthoeyanins 
are largely present in, the plant in combination with sugar as glucosidos. 
On boiling with acid, the glucoside is hydrolysed and the pigment, ■ 
which is less soluble than the ghlcoside, separates out. This method 
was adopted for obtaining the pigment from the acid solution. The 
pigment of the ivory variety of Antirrhinum was identified by Tkssott 
and the author with apigenin, a flavone of known constitution occur- 
ring in Parsley (Apiwn Petroselinum). Of the anthocyanin-containing 
varieties of Antirrhinum there are two, red and magenta, analogous 
to the red and purple varieties of Lathyrus and Malthiola. Analyses 
were made (254) of the red and magenta pigments prepared separately 
from several different varieties, and the results were concordant. In 
the case of both pigments the percentage of oxygen was greater than 
that in the flavone apigenin. , Determination of the molecular weights 
of the red and magenta pigments, though not obtained to a high degree 
of accuracy, indicated that the, molecules of anthocyanin are consider- 
ably larger than those of apigenin. 

The conclusions drawn bi Bassett and the author (254) were that 
in A»fe'ffAw«j?^,the anthocyhfiins are derived from the flavone apigenin 
by oxidation, 'accompanied possibly of two flavone 
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molecules, or possibly of a flavone molecule with other aromatic sub- 
stances present in the plant. 

The problem of anthocyanin formation has quite recently received 
a most important series of contributions by Willstatter and a number 
of his co-workers. Tn 1913 Willstatter (245) first published some 
results on anthocyanins in general and the anthocyanin of the Corn- 
flower {Centaurea CyanUs) in particular. Willstatter states that all 
natural anthocyanins are present in the plant in the condition of gluco- 
sides, and that many of them, moreover, including the anthocyanin of 
Centaurea^ are very unstable in water solution, and readily change in 
these circumstances to a colourless isomer. The change can be prevented 
by adding certain neutral salts, and also acids, to the pigment solution. 
The explanation, according to Willstatter, of these phenomena lies in 
the fact that anthocyanin is an oxonium compound having a quiiionoid 
structure and containing tetravalent oxygen. The quinonoid structure is 
rendered stable by the formation of oxonium salts with acids or with 
neutral salts, such as sodium nitrate and sodium chloride. The pig- 
ment itself, in the neutral state, is purple in colour, and has the structure 
of an inner oxonium salt. With acids it forms red oxonium salts, and 
with alkalies blue salts, the position of the metal being undetermined. 
More recently Willstatter (256, 257) has published the results of the 
isolation and analyses of a number of other anthocyanins in addition 
to that of Centaurea, i.e. from the flowers of De^Mnium, scarlet Pekir- 
gonium, Mallow and Hollyhock; from Grapes also, and the fruits of 
tlie Bilberry and Cranberry. In every case crystalline salts were 
obtained with hydrochloric acid, and from the analyses of these salts 
Willstatter obtained a series of percentage formulae for his antho- 
cyaiiins. Compared with the percentage formulae of the known 
flavones, he found that each anthocyanin could be derived theoretically 
from a flavone by loss of an atom of oxygen, i.e. by reduction. 

The view of anthocyanin formation by reduction from a flavone 
has received support from ^ a series of phenomena of a very curious 
and interesting nature, wdiich were first observed by Keeble & Arm- 
strong (240), and of wdiich an account was published in June, 1913. 
These observations wrere concerned wdth the effect of reducing plant 
extracts with nascent hydrogen. A number of flow^ers, among which 
were the yellow^ Wallflower, Daffodil, Crocus and Polyanthus, were 
extracted with alcohol, and the extracts acidified and treated with 
zinc dust. Filtered from the zinc, and exposed to air, the solution 
develops a red colour w’-Hch changes to green on addition of alkali. 
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Thus Keeble & Armstrong were led to believe that they had made 
artificial aiithocyanin, and that preliminary reduction and subsequent 
oxidation are the essential processes of anthocyanin formation. In 
November of the same year, a note was published by Combes (234) 
in the Coniptes Rendus, giving a record of practically the same observa- 
tion though in a much more complete form. By treating with sodium 
amalgam the acid alcohol solution of a yellowish crystalline substance 
which he had extracted from Ampelopsis leaves, he obtained a fine 
purple pigment which crystallised in needles. This pigment, he claims, 
on the basis of chemical and physical properties, to be identical with 
crystals of natural anthocyanin from the same plant ; but no analyses 
are included. In addition, he found (235) that natural anthocyanin, 
after treatment with hydrogen peroxide, gives a yellow product identical 
with the natural yellow substance from which he started. 

Combes believes that these results entirely revolutionise our ideas on 
anthocyanin formation. Thus he says: ''La production experwierdale 
d\tm anthocyane pent done etre considered comme realisee, Cc resultat 
permet d’entrevoir comme tres proche la solution du probleme de la 
formation des pigments anthocyaniques pose depuis plus de 120 ans 
et qui fut aborde par de nornbreiix physiologistes. On sait quo dans 
toutes les hypotheses relatives a cette question, formulees depuis 1825, 
la pigmentation a toujoiirs ete consideree comme un phenomene d’oxy- 
dation; cette opinion ne pent plus etre soutemie, puisqu’il apparait 
que Fanthoeyane des feuilles rouges prend naissance lorsqiie le compose 
correspondant contenu dans les feuilles vertes est soumis a ITiydrogene 
naissant, e’est-a-dire dans un milieu qui est an contraire reducteiirF' 

The essential difference between Keeble & Armstrong’s results and 
those of Combes can be explained in the following way. The purple 
pigment, as indeed the natural anthocyanin, will become colourless 
on powerful reduction, though it regains its colour in air. Thus 
Keeble & Armstrong’s reduction was carried beyond the prelitxiinary 
formation of pigment to the colourless stage, the colour returning 
again on exposure to air, whereas Combes’s product was not reduced 
so far. 

The production of a purple colour on reduction of flavone with 
sodium amalgam had been known to chemists some time before the 
work of Keeble & Armstrong, The almost universal distribution of 
flavones naturally explains the appearance of the colour on reduction 
of many plant extracts. The crystalline yellow product used by 
Combes is undoubtedly a flavone also, as will be seen on referring to 
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his original communications. The question at issue is whether these 
purple pigments are anthocyanins. 

The problem of the artificial formation of anthocyanin has been 
attacked by Willstatter (257) also in 1914. By treating quercetirij 
according to Combes’s method, Willstatter in the same way obtains 
a purple pigment, the bulk of which he finds is unstable in acid solution 
on boiling, though a certain amount of colour remains after this process. 
The product unstable to heat is, in Willstatter’s opinion, not a true 
anthocyanin, but he maintains that the small amount of stable product 
left after heating is, when isolated, identical with the anthocyanin 
(cyanidin) of the Cornflower. Thus Willstatter regards this reaction 
as giving further confirmation to Iiis views of the reduction hypothesis 
of pigment formation, which we have seen to be based upon analyses 
of the anthocyanins he has isolated, and to be practically a proof of 
his suggested constitution of anthocyanin. To quote from his latest 
paper: ‘'Die Bildung von Cyanidin aus Quercetin hat zweifache 
Bedeutung. Es ist dadurch eine Synthese von Cyanidin ausgefuhrt, . 
da das Quercetin selbst vor zehn Jahren von St. von Kostanecki . . . 
synthetisch dargestellt worden ist. Fenier wird durch diese Urnwand- 
lung die Ivonstitutionsformel des Cyanidins bewiesen.’’ 

The author has been so far unable to bring the results provided by 
the case of Antirrhinum into line with Willstatter’s views. In Antir- 
rhinum the chromogen is, without doubt, apigenin ; when treated with 
nascent hydrogen this flavone produces a purple pigment, yet the latter 
does not resemble the natural anthocyanin of Antirrhinum, either in 
composition or properties (255). 

Thus we have arrived at the last stage in the subject as far as inves- 
tigation has gone. There is little doubt that anthocyanins are derived 
from flavones, but further evidence is needed of the actual chemical 
connection between these two classes of substances. Neither , of Will- 
statter’s two lines of proof is beyond criticism. Actual comparison 
of the percentage formula of any anthocyanin with any flavone, 
though significant, does not prove their relationship in nature, by 
reduction or otherwise, unless we know that they occur together. For 
since the known flavones can be arranged in a series, each member 
of which differs from the others by an atom of oxygen, any antho- 
oyanin might he either an oxidation or a reduction product of a flavone. 
What is really necessary is to know which flavone accompanies the 
anthocyanin in a number of plants.. At present Antirrhinum alone 

supplies us with information, for as far as it is possible to judge, 
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Willstatter did not in any case extract tlie flavone accompanying the 
anthocyanin he isolated. The second line of evidence, i.e. the formation 
of a very small quantity of a purple pigment, as a by-product, during 
the reduction of a large quantity of quercetin, might quite well involve 
reactions other than reduction. 

Willstatter’s views^ provide a very different interpretation of Men- 
delian factors for coloration from that of Keeble & Armstrong and the 
author. For we must suppose, should Willstatter be correct, that the 
factors for colour are the chromogen (flavone) and the power to reduce 
the chromogen with a complete change of structure from the pyrone 
grouping of the flavone to the quinonoid structure of anthocyanin. 
A purple flower would contain the pigment in its neutral form ; a 
reddening factor would be the power to produce acid cell-sap ; con- 
versely, a blue variety must have alkaline sap. Thus we have a reversion 
to the ideas of the earliest writers, and it is less easy to correlate such 
a view with the results of cross-breeding. But there is no doubt that 
Willstatter’s researches, whether his interpretation prove to be the 
right one or not, have brought the whole problem of soluble pigments 
within measurable distance of explanation. Such a solution, moreover, 
will provide what is perhaps of greater importance, namely, a chemical 
basis for one series, at any rate, of Mendelian phenomena. 


^ See also Appendix. 



CHAPTER II 


THE MORPHOLOGICxiE DISTRIBUTION OF ANTHOGYANINS 

It is a striking fact that anthocyaniiis are almost universally distri” 
buted. This is not fully realised until a systematic investigation is madej 
and then it is seen how few plants are entirely without these pigments. 
Many plants may appear to the casual observer to be free from antho- 
cyanin, but a closer examination generally reveals its presence, often 
only in minute quantity, in such places as the base of the stem, the 
petioles, bud-scales, bracts or even in some unexpected organ, as for 
instance, the anthers and stigma. Again, an abnormal condition of 
drought, or fungal attack, may cause its appearance when otherwise 
the healthy plant is green. A number of plants, moreover, only form 
anthocyanin in their young leaves at the beginning, or in their old 
leaves at the close, of the vegetative season, or pigment may develop 
shortly before the death of the whole plant. Reviewing the flowering 
plants as a whole, two orders present an anomaly with respect to the 
distribution of anthocyanin. The power to form anthocyanin seems 
to be absent, first, from the Cucurbitaceae, as far as it has been possible ’ 
to ascertain, and secondly, from certain genera of the x^Lmaryllidaceae 
(Leucojimt^ Galanihus, OrnitJidgalum and Narcissus), This observation 
is confirmed by G-ertz (19), who also adds to the list, Herniaria (Caryo- 
phyliaceae) and Ghrysosplenium (Saxifragaceae), some species of 
Potamogeton, Eleocharis (Cyperaceae), Eniphofia, Aloe, Reseda, i.e. R. 
odorata and R, luiea, and Buxus, To the statement as regards R, odorata 
and R, lutea exception must be taken, since both these species form 
anthocyanin in their leaves under adverse conditions, such as are 
brought about by drought or injury., 

The distribution of anthocyanin in the lower groups of plants has 
been investigated by Gertz (19). It appears in the young fronds of 
Osmunda regalis, of many species of Adkmtum, of species of Doodia, 
Pellaea and Davallia. Gertz also notes it in Blechmim and Azolla, 
and among the Gymnosperms, in the cones of Picea, Pinus and Larix. 
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As regtirds the Angiosperms, the present chapter contains an enu~ 
meration of the organs in which anthocyanin is formed in the varying 
circumstances of plant life. Some authors have attempted to classify 
the appearance of anthocyanin into permanent and transitory or 
periodical, normal and abnormal, etc., etc., but the variety and com- 
plexity of the underlying physiological causes in each case render 
such classifications of little value. No distinctions of this kind are 
attempted in the following classification. 

1. The leaves of the majority of plants are green; nevertheless, 
in many genera and species, anthocyanin is alw^ays present as a normal 
develo 2 '>ment, and a complete series might be found ranging from plants 
whose leaves show a faint trace of anthocyanin to those whose leaves 
are more or less heavily pigmented. Some writers, notably Keriier 
(398), have pointed out that plants in which there is a considerable 
development of anthocyanin have often a special habitat. It would 
seem on- the whole that this view^ is justified, though in many instances 
red pigmentation appears to be a specific character bearing no special 
relation to environment, as for example in Geranium Rohertiammh. 

Kerner’s views can be best expressed in his own words: “...antho- 
cyanin frequently occurs only on the under side of foliage-leaves. 
This is observed especially among plants in the depths of shady forests, 
which, although belonging to widely-differing families, agree in a remark- 
able manner in this one point. One group of these plants has thick, 
almost leathery, evergreen leaves lying on the ground, which arise from 
subterranean tubers, or root-stocks, or from procumbent stems. The 
widely-distributed Cyclamen europceum may serve as a type of this 
group. . . .Amongst other species belonging to this group may be mentioned 
Cyclamen repandum and (7. hederifoUmn, Cardannne trifolia, Soldanella 
montana, Hepatica triloba and Saxifraga Geum and cimeifolia. Growing 
in habitats similar to these are to be met biennial, occasionally perennial, 
plants which in autumn form a rosette of leaves on their erect stems 
which survive the winter; these are always coloured violet on the side 
turned towards the ground, • while the leaves which develop in the 
following warm summer on the elongated flower-stalks usually appear 
green below. To this group belong, especially, numerous Cruciferae 
(e.g. Peltaria alUacea^ Turritis glabra, Arabia hrassi-cceformis); species 
of spurge (e.g. Euphorbia amy^daloides), bell-flowers (e.g. Gampamila 
persicifolia), and hawkweeds' (e-g- Eieracium tenuifolium). Finally, 
deciduous shrubs, are to be found in the depths and on the margins of 
forests whose leaves do not, survive the winter, but which produce 
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on the stems developing in the summer flat leaves whose under side 
contains abundant anthocyanin, as, for example, Senecio ■mmorensis 
and nebrodensis, Vahfiana montana and triperis, E-pilobium inontamini, 
Lactuea 7}iumlis, and many others/’ 'And again, “That which occurs 
in plants of the forest shade occurs similarly in those marsh plants 
whose leaf-like steins or flat, disc-like leaves float on the surface of the 
water. The green discs of duckweeds (e.g. Le^nna poly^rhiza), of the 
Frogbit {Hyclrochans mprsus-ranm)^ of the Villarsia (Villarsia nywr 
phoides), of water lilies {Nymphcea Lotus and tJiermalis), and of the 
magnificent Victoria regia, are strikingly bi-coloured, being' light-green 
above and dee|) violet below.” Occasionally anthocyanin is limited 
to definite areas in the leaf, and in this form is the cause of the dark 
brown or black spots on leaves {Orchis maculata, Arum maculatuiyA, 
Medicago maculata, Polygonum Persicaria^), the dark colour being the 
result of the mixture of purple pigment and green chloroplastids. 

Most of the above examples have been taken from flora of the 
temperate regions, but when we consider the tropical and sub-tropical 
regions, cases of red pigmentation are not only more numerous but are 
also much more striking. It is almost impossible to enumerate the 
specie which have wonderfully variegated leaves, and constitute the 
class of 'beautiful-leaved plants’ of cultivation. Examples are quoted 
by Hassack (393) in a paper on variegated leaves, and good plates have 
been published in a boob by Lowe & Broward (29). A few of the most 
remarkable are as follows : Galaihea, Marania (Marantaceae), Alocasia, 
Caladium, Xanikosoma violaceum. (Araceae), Tradescantia discolor 
(Commelinaceae), many Bromeliaceae {Vriesia splendens, Nidularkm 
spp., Billbergia gigantea, Tillandsia), Dracaena spp. (Liliaceae), species 
of Croton, Aealypha and Codiaeum (Euphorbiaceae), many Gesneriaceae 
{Sinningia atropurpurea, Episcia sp., Aesehynanthus sp. and Gesneria 
cinaberina). Coleus V erscliajfeltii (Labiatae), Iresine sp., Alterna^itJiera 
versicolor (Amarantaceae), Fittonia sp. (Acanthaceae) and numerous 
Begonias. Hassack points out in a most interesting way how the colour 
in such leaves may vary from purple or crimson, through brown-reds 

■' ' ' i 

^ In the ease of Arum maculatum the leaves are not always spotted ; in fact, according 
to the evidence of Colgan (73) and of Pethybildge (78), the spotted form is much less 
common, both in Great Britain and Ireland, than the unspotted. These two authors 
give some interesting data with regard to the distribution of both forms, as well as obser- 
vations upon the structure and inheritance of the spot. 

2 Garjeanne (74) mentions the discovery in Polygonum Persioaria of a variegated 
form in which the chlorophyll is absent from large areas of the leaf, and when this is the 
case, the anthocyanin patch shows bright red. 
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to browns and bronze-greens, according to the amount of antliocyanin 
present, and its situation in the leaf, whether epidermal or deep-seated. 

Stahl (405) lays great emphasis on the fact that many of these 
Yariegated-Ieaved plants, and those with purple and red under-surfaces, 
inhabit in the tropics, as in the temperate zones, the damp and shady 
forest regions; he quotes examples of such in support of his view's 
upon the physiological significance of anthocyanin, to which we shall 
return in Chapter vrii. He notes that the orders specially represented 
are Araceae, Marantaceae, Piperaceae, Begoniaceae, Melastomaceae, 
Orchidaceae {Pogonia crista) and Vitaceae {Oissiis discolor)] these 
probably include many of the plants already mentioned above. Some 
of these shade-loving plants are, in addition, characterised by a velvety 
surface due to epidermal papillae, w^hich emphasises the richness of 
the variegation ^colour. Spotting and flecking with anthocyanin are 
also common in tropical plants, and occur on a much larger scale than 
in the temperate zones; instances are given by Hassack (393) and 
Stahl (405), such, as Oesneria cinaberina, Tmdescantia zebrina^ Musa 
zebrina Van Houtte and Costus zehdnus. 

Although the observations, which led Stahl to conclude that antho- 
cyanin development is a characteristic of many shade-loving plants, 
are undoubtedly correct, yet it is also true that when a plant is capable 
of forming anthocyanin, those individuals which inhabit dry and sunny 
situations develop more anthocyanin than other individuals in moist 
and shady positions. That is, a plant may be green-leaved in the 
shade, and more or less red-leaved when exposed to the sun. This 
fact is at once patent to any one who gives attention to the matter, 
as the observations of F. Grace Smith (412) have shown. This author 
examined plants from regions in Massachusetts and Maine, and of 285 
plants showing anthocyanin, 150 were from diy sunny places, 61 from 
dry shady places, 40 from wet sunny places and 34 from wet sliady 
places. It seems likely that the phenomenon of pigmentation in shade, 
especially in the tropics, is a special adaptation, and of a different nature 
from the more general reddening of vegetation in sunny situations, 
and that some explanation may be found for the apparent contradiction 
between the two phenomena. Though F. G. Smith’s observations do 
not give sufficient information to be conclusive, there is one significant 
fact among them, namely, that in wet shady places, the percentage of 
cases of red colour in the leaves is higher than that in the stems, whereas 
among the plants as a whole, anthocyanin was more frecpiently found 
in stems and petioles than in leaves. This may indicate that reddening 
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in the shade is a peculiar function of the lamina, and is not connected 
with general reddening of the plant. 

In ijetioles, anthocyanin is, more frequent than in leaves, and in 
stems one might say that it is almost universal; the stem may be 
entirely red, or only red at the basal internodes : or the nodes may be 
red and the internodes green, or vice versa. A spotted effect produced 
by the local distribution of anthocyanin is seen in some stems, for 
example in Ghaerophyllum temulum and Goniiim maculatmn (Umbelli- 
ferae). 

Eed pigment is also very characteristic of the bud-scales of trees 
and shrubs; in some cases these scales represent leaf- bases {Aesctdus 
Hippocastanmn, Acer pseudoplaianus^ A. campestris)^ in other cases, 
stipules {TJlmtiS campestriSy Tilia etcropaea). In addition the stipules 
of herbaceous plants are often red, and the same statement holds good 
for enlarged leaf-bases (Umbelliferae). 

2, Anthocyanin is characteristic, though by no means universally 
so, of young developing leaves and shoots. It is interesting to note 
how in some species one finds both reddening of yoimg leaves and 
autumnal colouring, whereas in others this is not the case. There 
are, in fact, four possibilities: 

(a) Both anthocyanin in young leaves and autumnal reddening. 
Species of Acer^ Rosa, Grataegus and Rubus. 

(b) Anthocyanin in young leaves but no autumnal reddening. 
Gorylus Avellanciy Juglans regia, Frdxinus excelsior and Quercm Rohur. 

(c) No anthocyanin in young leaves but some autumnal reddening. 
Aesculus Hippocastanmn, This is a much rarer combination than (a) 
or (&). 

No anthocyanin in either young or old leaves. Fagus sylvatica'^. 

Anthocyanin is especially abundant in the leaves of certain tropical 
trees {GinnamomMrn, Haematoxylon, etc.) ; in addition to being coloured 
red, the young leaves often hang vertically downwards and straighten 
up again when mature {BauMnia, Dryohalanops, Ginnanio77ium)^. 
In other species, especially among the Caesalpineae group of the 
Leguminosae, the, whole young shoot has a vertical position, and in 
this respect, together with its intense red colour, forms a striking 
contrast to the older parts of the tree with green leaves in the normal 
horizontal position. As instances, certain species are mentioned by 
Stahl (405) and Keeble (403) : Amherstia nohilis with young leaves of 

^ Pick (391) reports the presence of anthocyanin in young Beech leaves. 

^ Willis, J. 0., The ^lowering PlmU and FernSi Cambridge, 190'!, p. 157 
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a bright red tint; a variety of Cynomeim cauUflora, bright rose-^coloiir ; 
Jonesia reclimta, golden-green to bright red; Bmwnea hyhrida and 
jB. grandicefs, green spotted with red. Keeble further remarks that 
the coloration of young foliage in low latitudes is of such general 
occurrence that at the time of leaf-renewal, a tropical forest rivals in 
its tints the autumnal forests of the temperate regions ; he also quotes 
in confirmation the following extract from a paper by Johow (392), 
writing of the Lesser Antilles: ''...all at once a red tint, due to the 
young foliage of the trees, appears in the landscape.” Further details 
of such cases are given by Stahl {62, 405), Ewart (406), Keeble (403), 
Smith (420) and Weevers (421), and the physiological significance of 
anthocyanin formation in young leaves is discussed in Chapter viii. 

3. The older leaves of many herbaceous plants often acquire a 
considerable formation of tothocyanin by the end of the vegetative 
(not necessarily autumnal) season {Lilium candidum, Digitalis pitrpima). 
Sometimes the whole plant becomes red in a striking way {Ohaero-phjllmn 

• sylvestre, C, temtdum, Galium Aparine). 

4. The autumnal coloration characteristic of temperate climates 
is one of the most pronounced cases of anthocyanin development. 
With the onset of the cooler weather of autumn, anthocyanin appears 
in quantity in the leaves of ,a number of trees, shrubs and climbing 
plants (species of Acer^ Rhus, Euonymus, Crataegus, Viburnum, Corn-us, 
Vitis, Ampelopsis). In the Pflanzenlehen, descriptions are given by 
Kerner (398) of the beauty of the autumnal foliage in the forests along 
the Rhine and the Danube, on the shores of the Canadian lakes of 
North America and among the vegetation of the Alpine slopes. Kemer’s 
descriptions give such vivid pictures of autumnal colouring that tliis 
opportunity is taken of quoting one of the passages from his account. 
'' The heights along the middle course of the Danube, for example, the 
region known as the Waehan, below the town of Melk, shows wide 
expanses of forest, in which beeches, hornbeams, evergreen oaks, common 
and Norway maples, birches, wild cherries and pears, 'mountain ashes 
and wild service-trees, aspens, limes, spruces, pines and firs take a share 
in the greatest variety. Bushes of Barberry (Berheris vulgaris). Dogwood 
{Oprnus sangtdnea), Cornel {Cornus mas), Spindle Tree {Euonymus 
Europmis'md verrucosus), Dwarf cherry {Prunus Chammcerasns), Sloe 
{Prunus spinosa). Juniper (Juniperus communis), and many other low 
shrubs arise as undergrowth, and spring up on the margins of the forests. 
The mountain slopes abutting on the valleys are planted with vines, 
and near by ^ grow peach and apricot trees in great abundance. In 
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the meadows on the shore, and on the islands of the Danube, rise huge 
abeles and black poplars, elms, willows, alders, and also an- abundant 
sprinkling of trees of the bird cherry {Pmmis Padiis)..,.Tl]xQ first frosts 
are the signal for the beginning of the vintage : all is busy in the vine- 
planted districts, and the call of the vine-dresser resounds from hill 
to hill. But it is also the signal for the forests on the mountain slopes 
and in the meadows to change their hues. What an abundance of 
colour is then unfolded ! The crowns of the pines bluish-green, the 
slender summits of the firs dark green, the foliage of hornbeams, maples, 
and white-stemmed birches pale yellow, the oaks brownish-yellow, the 
broad tracts of forest stocked with beeches in all gradations from 
yellowish to brownish-red, the mountain ashes, cherries and barberry 
bushes scarlet, the bird cherry and wild service trees purple, the cornel 
and spindle-tree violet, aspens orange, abeles and silver willows white 
and grey, and alders a dull brownish-green. And all these colours 
are distributed in the most varied and charming manner. Here are 
dark patches traversed by broad light bands and narrow twisted stripes *, 
there the forest is symmetrically patterned; there again the Chinese 
fire of an isolated cherry-tree or the summit of a single birch, with its 
lustrous gold springing up among the pines, illuminates the green back- 
ground. To be sure this splendour of colour lasts but a short time. 
At the end of October the first frosts set in, and when the north wind 
rages over the mountain tops, all the red, violet, yellow, and brown 
foliage is shaken from the branches, tossed in a gay whirl to the ground, 
and drifted together along the banks and hedges. After a few days 
the mantle of foliage on the ground takes on a uniform brown tint, 
and in a few more days is buried under the winter coat of snow.’" The 
extreme beauty of the Alpine vegetation in autumn is also described 
by Overton (333), and led him to investigate the cause of the coloration. 

Detailed accounts of the physiological processes producing autumnal 
coloration will be given in Chapter vi. 

As in the case of reddening of young developing leaves, autumnal 
coloration is by no means universal, -since, as we have seen, there are 
many trees and shrubs of which the leaves turn either yellow or brown 
and show no trace of pigment {Fagus sylvatica, Carpinus Beiulus^ 
Quercus Robur, BeMda alba, Alnus glutinosa, Populus alha^ P. nigra^ 
P. iremula). There is some indication of a general tendency among 
genera of certain orders to develop red autumnal coloration, whereas 
genera of other orders are without it. Thus, for instance, the trees 
and shrubs of the Rosaceae (species of Pyrus^ PfunuSj Rosa^ Cmtaegus) 
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very readily produce anthocyanin. On the other hand, the majority 
of the trees in the Amentales do not form red pigment in the autumn 
(species of Salix, Populus^ Betula, Alnus, Juglans, Moms, Carpinus, 

' Oorylus, Castanea, Fagus and Quercus). To the above, Qtiercus rubra 
and Q. coccmm form an exception. On the whole, however, little 
emphasis can be laid on the connection between autumnal coloration 
and relationship, as is illustrated by the Viburnums — F. Opiilus and 
F. Lantana ; the former rapidly reddens in autumn whereas the latter 
forms little or no anthocyanin under similar conditions. 

5. In a number of species, mechanical injury frequently leads to 
formation of anthocyanin in the portion of leaf, stem, or shoot, distal 
to the point of injury. Partial severing of a portion of the leaf blade 
may induce reddening in the severed portion. Crushing, or partial 
breaking of a stem or petiole, leads to the same result, as was shown 
by Gautier (175) in the Vine, or ringing of a stem will cause the leaves 
above to turn red, as Combes (374, 385) has demonstrated in Sjnraea. 
The same kind of injury, with similar results, may be brought about 
by the attacks of insects. Under this heading must be included, as a 
result of injury, the copious formation of anthocyanin in galls, such as 
those which occur on species of Rosa, Salix, Quermis and many other 
plants. Also the local appearance of pigment in tissues infected with 
-Fungi: as an example one may quote the purple blotches produced 
on leaves of Tussilago Farfara and the purple streaks on Wheat stems 
when these plants are infected with Puccima, The physiological 'causes 
involved in the production of pigment on injury are dealt with in 
Chapter vi. Some plants show, a greater tendency to redden on injiirv 
than others (Oenolhera, Rumex, Rheum) ; also the reddening on injury 
is more rapid and frequent in autumn when the vegetative season is 
about at an end. 

6. Low temperature may induce anthocyanin formation a..part from 
autumnal coloration, for, in the development of the latter, factors 
other than temperature play an important part. Many evergreen 
shrubs show a reddening^- in their leaves during winter {Ligiisfrum 
vulgare, Mahonia spp.). The same statement holds good for certain 
herbaceous plants which retain their leaves in winter {Saxifraga umhmsa), 

7. Plants exposed to drought often develop anthocyanin. This 
may be seen sometimes in individuals in pots {Pelargonium) which have 

^ TMs is of course quite diifferent horn the reddening shown by some evergreens in 
winter, notably species of the Gymnosperms, and which is due to the formation of a red 
product from chlorophyll in the ehloroplastids. 
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been insufficiently watered. MiyosM (375) has observed that leaves 
of trees in the East Indies, Ceylon and Java redden during the 
dry period in the same way as autumnal leaves in the temperate 
regions. 

8. In High Alpine plants there is undoubtedly, on the whole, a 
much stronger development of anthocyanin in all the parts — stem, 
leaves, bracts and flowers, than in plants growing in lowland regions. 
Gaston Bonnier (294, 307) has made observations upon this point, and 
has found that the flowers of many species are more highly coloured, 
the greater the altitude. Kerner (398) also remarks : “ The leaflets and 
stem of the Alpine Sedum atratmh, those of Bartsia alpina, and, above 
all, numerous species of Pedicularis (e.g. Pedicularis incarmta, fostmta, 
recutita) are coloured wholly purple or dark violet.... It is also a very 
striking phenomenon that widely-distributed grasses (e.g. Aira cwspi- 
tosa, Briza media, Festuca nigrescens , , Milium effusum, Poa annua and 
nemoralis), which in the valley possess pale-green glumes, develop 
anthocyanin in them on lofty mountains, so that there the spikes 
and panicles exhibit a deep violet tint, and on this account the regions 
in which grasses of this kind grow in great quantities receive a peculiar 
dark colouring.... The same occurs in the numerous sedges and rushes 
growing in the Alps, which have dark- violet, almost black, scales covering 
the flowers (e.g. Carex nigra, atrata, aterrima, J uncus Jacquinii, trifidus, 
castaneus)..,, It is known that the floral-leaves of many plants growing 
on lofty mountains, and in the far north, are coloured blue or red by 
anthocyanin, whilst in the same species, growing in warm lowlands 
and in southern districts, they appear white. Particularly noticeable 
in this respect are the Gypsophyllas {Gypsophylla repens), the Carline 
Thistle {Carlina acaulis), the large-flowered Bitter-cress {Cardamine 
amara), the Milfoil (Achillea Millefolium), and many of those Umbelli- 
ferse which have a very wide distribution, and occur all the way from 
the lowlands up to a height of 2500 metres in the Alps, such as Pirn- 
pinella magna, Lihanotis Montana, Ohwrophyllum Oicutaria, and Laser- 
pitium latifoUumP And again: “The flowers of species grown in the 
Alpine garden on the Blaser at a height of 2195 metres above the sea 
exhibited, as a rule, brilliant floral tints, and some were decidedly 
darker than the flowers grown in the Vienna Botanic Garden. Agro- 
sfernma Githago, Campanula pusilla, Dianthus inodorus (syhestris), 
GypsopMla repens, Lotus cornieulatus, Saponaria ocymoides, Satureja 
hortensis, Taraxacum officinale, Vida Cracca, and Vida sepium are 
good examples of this. Several species, which produced pure white 
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petals in the Vienna gardenSj e.g. Libanotis moniana, had petals coloured 
reddish- violet by anthocyanin on their under sides in the Alpine garden. 
The glumes of all the Grasses which were green, or only just tinged with 
violet at a low level became a dark brownish- violet in the Alpine garden. 
The abundant formation of anthocyanin in the green tissue of the foliage- 
leaves and sepals, and in the stem, was particularly apparent. The 
leaves of the Stonecrops, Sedum acre, album, and sexcmgidare became 
purple-red, those of Dracocephalum Ruyschianuni and Leiicantliemum 
vulgare violet, those of Lychnis Viscaria and Satureja hortensis a browuiish- 
red, and the foliage-leaves of Bergenia crassifolia and Potentilla Tiro- 
liensis, even in August, had the scarlet-red colour which they usually 
assume in sunny spots in the valley in late autumn.” 

As regards Arctic vegetation, Gertz (19), on the authority of Wulff 
(71), maintains that abundant production of anthocyanin is a dis- 
tinguishing feature ; and so much so, that the periodicity of autumnal 
coloration is very little marked. The causes of the intense colour in 
Alpine and Arctic vegetation are dealt with in Chapter vi. 

9. Production of anthocyanin in vegetative organs is characteristic 
of certain halophytes {Salicornia, Suaeda, Atriplex), 

10. The red-leaved varieties of green-leaved types are due to the 
production of anthocyanin, which is either absent from the type, or 
present to only a slight extent (red-leaved varieties of Fagm, Berberis, 
Brassiea and Prumis). 

11. The petals and perianth are essentially the organs producing 
anthocyanin. To these must be added the perianth-like calyx {Anemume, 
Delphinium, Aconitum, Begonia and others). Also the bracts of the 
inflorescence may develop anthocyanin to a large extent, and may either 
assist {Salvia), or even take the place of, the corolla as organs of attrac- 
tion {Bougainvillaea, Euphorbia, Poinsettia, spathes of Araceae). In 
general, we may say that the stems and pedicels of most inflorescences 
show an abundant formation of anthocyanin which no doubt increases 
the conspicuousness of these parts ; yet, at the same time, the under- 
lying cause is probably that the physiological conditions in all tissues 
of reproductive organs enhance the formation of pigment. 

* Anthocyanin is not confined to the perianth, but is frequently present 
in the carpels and style; ofdts occurrence in the stigma we have many 
examples among the Amentales {Myrica, Alnus, Betula, Coryhis, Car- 
pinus, Salix, Populus), as well as in Rumex and Ricinus. 

In the stamens, too, it is found, especially in many anemophilous 
plants {Populus, Fraxinus) and in the Graminaceae {Molinia, Pldeum, 
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Alopeciims, Cynosurus, Dactylis). Pollen grains may also be coloured 
with anthocyanin {Campanula). 

12. Many fruits form abundant anthocyanin. The pigment may 
be temporary in some stages of development of capsules which eventually 
become dry and dead (many of the Leguminosae, Hypericum^ Seditm) 
and schizocarps (Umbelliferae). The more obvious cases are the drupes 
and berries, and of these, two types stand out, i.e. those in which the 
pigment is limited to the epicarp {Prunus, Vitis), and those in which 
it is present in both epicarp and mesocarp {Bubus, Rihes^ Ligustrum, 
Vaccinium, Atropa, Solanum, Sambucus, Viburnum, Lonicera). It may be 
formed also in the tissues of ' false fruits ’ {Fragaria, Pyrus), From other 
fruits {Cucurbiia, Solanum, Lycopersicum, Citrus'^) it is entirely absent. 

13. Anthocyanin is sometimes developed in the cells of the testa 
of seeds {Abrus, Phaseolus, Pisum). Further instances are the seeds 
of Adenanthera, Erythina, Lepeirosia (Potonie, 56), Trifolium pratense 
(Preyer, 66) and many Podalyrieae (Lindinger, 76). More frequently 
pigmentation in the seed-coat is due to impregnation of the cell-wall 
by pigments w^hich cannot be classified as anthocyanins, and of which 
very little is known. 

14. Roots and underground stems often form anthocyanin in 
considerable quantity. Three cases of this type of pigmentation may 
be differentiated: 

(a) The pigment develops under ground apart from the influence 
of any outside factors. Well-known examples for roots are BeM 
vulgaris and Rap)hanus sativus, and for underground stems, Solanuni 
tuberosum', in the latter species the pigment may be confined to the 
epidermal layers or may be present in the inner tissues (Salaman, 544). 
To the above may be added other cases such as : 

Root-tips of species of Saxifragaceae and Orassulaceae (Irmisch, 27). 

Roots of Parietaria diffusa and Gesneria sp. (Zopf, 48). 

Roots of species of Pontederiaceae, Haemodoraceae and Cyperaceae 
in the ground (Ascherson, 43). 

Roots of WacJiendorfia in the, ground (Hildebrand, 44). 

(b) The pigment develops in roots normally exposed. 

Aerial roots of Ficus indica (Mobius, 68). 

Floating roots of Pontederiaceae (Hildebrand, 44; Ascherson, 43). 

Aerial roots of Aroideae (van Tieghem, 33; Lierau, 61). 

Aerial roots of Orchidaceae (teitgeb)^. 

^ Except in the red-fieshed variety, the so-called ‘Blood Orange.’ 

^ ^ Leitgeb, H,, ‘Die Liiftwurzeln der Orcbideen,’ Denhschr. Ah Wien, 1865, 

'xxiv, p* (P* ^64). ,, .. f 
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(o) The pigment develops in roots abnormally exposed. 

Exposed roots of Alnus (Mobius, 68). 

Roots of Salix grown in water in glasses (Schell, 287). 

Adventitious roots of Echeveria metallica (Pirotta, 42). 

Roots of Zea Mays growing in water or in moss and exposed to 
light (Dufour, 305; Devanx, 308). 

Exposed roots of Saccharmn officinamm (Benecke, 312). 

Adventitious roots above ground of Poa nemoralis (Beyerinek, 303). 

To Kerner (398) we owe the observation that rhizomes of Dentaria 
hdbifera, Lathmea Squamaria and of species of Cardamime and Viola 
become violet when exposed in water to sunlight. 

Gertz (19) lays stress upon the fact that numbers of roots and under- 
ground stems form anthocyanin when, for some reason, they have been 
exposed, as for instance when they grow out from banks of streams, 
or in shallow water, or when exposed during autumnal ploiigliing. 
He appends the follo^ving list of such eases including Tradeseantia 
zehrina, Efiophomm angiistifolkcm^ Phragmites communis, Rumex 
Acetosella, Geranium molle, Potentilla anserina, Gimnera scaira, Siaehys 
palustris, Plantago major, Anthemis arvensis and Artemisia vulgaris. 

15. A development of anthocyanin appears to be characteristic 
of many parasites and saprophytes, though possibly the absence of 
chlorophyll has the efiect of making the red pigment more conspicuous 
(species of Cuscuia, Orohanche, Lathraea). Mirande (332) gives an 
interesting account of the development of anthocyanin in tlie geims 
Cuscuta. 


CHAPTER III 


THE HISTOLOGICAL DISTHIBUTIOH OF ANTHOCYANINS 

When tissues containing anthocyanin are examined microscopically, 
in the majority of cases the pigment is found to be in solution in the 
celI"Sap, which, of course, occupies the vacuole or vacuoles of the cell. 
We know, as Gi-ertz (19) points out, from the researches of de Vries (141) 
and Pfeifer^ that in living cells the protoplasm is impermeable to aiitho- 
cyanin in the cell-sap. But when the protoplasm is dead and semi- 
permeability ceases, anthocyanin exosmoses out of the cell, and at the 
same time it is often taken up, like a stain, by the protoplasm and 
nucleus‘s. 

From the condition of solution in the cell-sap, two deviations are 
possible: first, in tissues which gradually die or become woody, the 
anthocyanin may be absorbed into the substance of the cell- wall, thereby 
causing the latter structure to become coloured: secondly, the concen- 
tration of anthocyanin in living cells may become so great that the 

^ Pfcffer, W., OsmoiiscJie Untersuchungen, Leipzig, 1877 (pr>. 134, 135). 

^ Staining of the nucleus under these conditions has been noted by Hartig, de Vries 
and Molisch. 

Hartig, Th,, ‘Chlorogen/ BoL Berlin, 1854, xii, pp. 553-556 (p. 555), 

Hartig, Th., ‘Ueber das Verfahren bei Behandlung des Zellonkerns mit Farbstoifen,’ 
BoL Zig,, Berlin, 1854, xii, pp. 877-881 (p. 879).. 

Hartig, Th., ‘Ueber die Bewegung des Saftes in den Holzpllanzen/ BoL Zig.^ Leipzig, 
1862, XX, i)p. 89-94 {p. 93). 

Vries, H, de, ‘Plasmolytische Studien iiber die Wand der Vacuolen,’ JaJirk wiss, 
BoL, Berlin, 1885, xvi, pp. 465-593. 

Molisch, H., Vntersucliungen uber das Erfrieren der Pfianzen, Jena, 1897 (pp. 28, 29). 

On account of this property, anthocyanin has been used as a stain for histological 
purposes. The red anthocyanin of Cabbage has been employed in this way by Tait, 
Gierke, Flcsoh (159), and Claudius (184); Lavdowsky (160) also recommends anthocyanin 
from Myrtillus berries, 

Tait, L., ‘On the Freezing Process for Section-Cutting/ J, AnaL Physiol,, London, 

Gierke, H., ‘Farberei zu mikroskopischen Zweeken,* Zs, wm. Mikrosh, Braunschweig, 
1884, 1, pp. 62-100, 372-408, 497-557 (p; 99).;, ^ 
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pigment separates out either in crystalline or amorphous form. In 
this solid state, anthocyanin may be pure, or may merely be absorbed 
by substances in the cell, such as proteins, tannins. 

The following account is taken from Gertz (19) who has particularly 
investigated this portion of the subject. Several cases of pigmented 
cell-walls are recorded by Gertz among Monocotyledons, but no very 
definite statements are made as to whether tlie colour is actually due 
to anthocyanin. The cases quoted are in Pliormiurn ienax (Engelmami), 
Eno])horum angustifolium (Wulff), Sorghum (Kraus), TUlamhia dimi- 
toidea (Tassi), Pontederia crassipes (Hildebrand), Angraecum superbum 
and Macroplectrum sesquipedale (Hering) ; Gertz also includes examples 
which he has observed himself. Among Dicotyledons coloured cell- 
walls are more rare. Red bast [Oxalis Origiesii) and red epidermis 
{Eqnlohium montanum) are quoted; in Jacquinia smaragdina (Vesque^) 
the cuticle is crimson. According to Gertz, the coloured cell-walls 
described in Homcilomena ruhrum (Nageli & Schwendener^) and in 
Geranium Rohertianum^ Begonia maculata^ Quercus palustris^ and Rumex 
Acetosella (Wigand, 12) are artificially produced; such artifacts can be 
brought about by putting anthocyanin-containing ceils in a medium 
absorbing water, but in which anthocyanin is insoluble, such as ether. 
The phenomenon can be demonstrated in leaves of Begonia spp. In 
addition to the above cases, red pigment is found in walls of testa 
cells in Ahrus precatorms (Nageli & Schwendener^) though Mobius (68) 
found cell-sap too. Sclerotic cells of testa of Erythrina and Goodia 
have blue, violet and red cell- walls (Tschirclr*^) ; also in seeds of 
Trifolium pratense (Preyer, 66).' 

As regards the presence of solid and crystalline anthocyanin in 
cells the following list of cases compiled by Gertz (19) is extremely 
useful : 

Tillandeia myioeiia, Hildebrand (30). 

Aechnea sp,, Dennert (14). 

Allium J^choemprmum, Courehet (97). 

Lilium Martagon, Overton (333), 

Dracaena Jonghi, Hassaek (393), 

Gonvallafia majalis, .Weisa (91). 

Jris pumila^ Dennert (14). 

' \ * Vesque, tT;, *Mtooire mt Fanatomie. oompar<56 de F^ooroe,’ Ann. scL mL 
Pam, 1875, ’s^r. ^ ii, p. 82. , - , • ■ , 

3 Kageli, 0, L., und Sohwendener,B., Dae Mihroehop, TMorie und Anmndung demelbm, 
Leipsiig, 1877; ^ , ' ' ' ' , ' ' ' 

^ TscMrcli, A., Angewandte igtanzmAnatomie^ Wien nnd Leipzig, 1889, Bd. i, pp. 62, 66, 
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Streliizia Eeginae, Mohl (84), Hildebrand (30). 
Orchis mascula, Niigeli (85). 

Epidendruni cocklmium^ Scliiockow^. 

GaltUya quadricolor, Malte^. 

Laelia Perrinii, Malte^. 

Oncidium sphacelatum. Schlock ow^. 

Dianthm Caryophylhis, Molisch (104). 
Aquilegia atrata, Molisch (104). 

Delphinium elatumt Weiss (91), Molisch (104). 
D. formosum^ Zimniermann^. 

D. tricolor^ Fritsch (94). 

D. sp., Molisch (104), 

Glaiicium fulvum, Schimper (93). 

Papaver sp., Hildebrand (30). 

Brassica olemcea^ Molisch (104). 

Hydrangea horlensis^ Ichimnra (192). 

Ruhus caesiuSt 

E. corylifoliuSi 

E, glandulosuSf I Trecul (89). 

E. laciniaius, 

E. lasiocarpus, 

Gmm sp., Weiss (91). 

Eosa sp., Molisch (104). 

Pijrns corn'inunis, Sorauer (304) . 

Neptunia oleracea^ Rosanoff (92). 

Lathyrus heterophyllus, 

L. silvestris^ 

Gytisus Labunmniy 
C, AUchingeri. 

G, scoparius^ Molisch (104). 

Medicago saliva, 

Eedysamm coronarium. 

Ononis natrix, 

Bapiisia australis, 

Amorpha fruticosa, Hildebrand (30). 

Erodium Ma7mca>ri, Molisch (104). 

Pelargo7iium zonale, Molisch (104), 

P. Odier hortormn, Molisch (104). 

Vitis sp., Molisch (104). 

Ampelopsis qtdnqmJoUa, Mer (284). 


^ Sohlookow, A., Zur Anatomic der braunen BlMen, Inaugural-Dissertation zu Heidel- 
berg, Berlin, 1903. 

2 Malte, M. O., ‘^Untersuohungen iiber dgenartige Inhaltskorper bei den Orohideen/ 
Bihang Ull K. Smnska VeLAhadermens Eandlingar, Bd. xxvn, No. 15, p. 32. 

3 Zimmormann, A., ‘Die Morphologie und Bhysioiogie der Pflanzenzelle * (Schenck’s 
Emidhuch der Botanih, Breslau, 1887, Bd, in (2), pp. 104, 105). 
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Ampelopsis humidifolia, | ^ 

A. mumliSi i 

Viola tricolor, Nageli (85). 

Passifiora acerifolia, Bohm (88), Weiss (91). 

P. alata, Weiss (91). 

P, laciniata, Unger (86). 

P. limbaki, Bohm (88). 

P. suherosa, Unger (86), Bohm (88), Weiss (91). 
Begonia discolor, Unger (86). 

P. maculata, Molisch (104). 

Gentradenia floribunda, Buscalioni & Pollacci (17), 

Primula sinensis, Bokorny (99). 

Anugallis arvensis, Courchet (97). 

A. arvensis var ciliata, ) 

^ , y Molisch (104). 

A. arvensis var coerulea, ) 

Acantholimon sp., 


Muller (61). 


Swertia perennis, 

Amsonia saUcifolia, 

Eoya carnosa, 

Gilia tricolor, Hildebrand (30). 

Nemophila sp., Molisch (104). 

8alvia splendens, Mohl (84). 

Atropa Bellado7ina, Tr^cul (89). 

Hyoscyamus niger, Muller (61). 

Bola-mmi americamim, NUgeli (90). 

P. guineense, Tr^cui (89). 

S. Melongena, Weiss (91). 

S, nigrum, Hartig (83), Tr^cui (89), Weiss (91). 

A'ntirrliinmn 'majus, Molisch (104). 

Gesneria camcasana, Dennert (14). 

Colwmnea, BcMedeana, Weiss (91). 

Thunhergia alata, Fritsch (94). 

Justicia speciosa, Pirn (95). 

Ooffea arabica, Tschirch (100), Kroemer (102). 

Viburnum Tinus, Fritsch (94). 

To the above list Gertz adds a number of plants in which lie himself 
has observed solid anthocyanin as well as anthocyanin in solution : 


Melica nutans, 
Tradescantia discolor, 
Hyacinthus orienfalis, 
Dracaena Jonglii, 
Crocus vermis. 

Iris hyhrida, 


ReMrepia sp,, 

Laelia Feninii, 
Demdrobium chrysanthmn , 
Alazillaria Henchnanni, 
M. tenuifolia, 

Omiduim sp., 


^ Lengerken, A. von, ‘Die Bildung der. Haftballen an den Baiikon ©iniger Arten dcr 
Gattung Ampelopsis,’ BoL Ztg., Leipasig, 1885, XLin, pp. 376, 378. 
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Oncidi uni tSjAmcelalum, 

Imj^atiens glanduUgcra. 

Myrica Gale, 

Cea nothus azareus, 

J uglans macrocarpa. 

Alalva, rot imdifolia, 

J. regia. 

Garcinia Alangostana, 

Oarya glabra. 

Trapa Iricornis, 

Goryhis Puhnlosa, 

T, natans, 

Caslanea vesca, 

Fuchsia trvphylla, 

Qaercus macrocar 2 )a, 

Primula sinensis. 

Q. rubra , 

Androsace laciiflora. 

Ulmus montana. 

Gentiana Oliveri, 

Rnmex crispm. 

G. acmdis, 

R. domesHctts, 

ri msonia latijolia. 

Rheum r ugosum. 

Hoya carnosa, 

Pol ygommi Perslcaria, 

Calysiegia sejnum. 

Silene tunelana. 

Cobaea scandens. 

Dianthus sp.. 

Collomia grandiflora, 

H ellehorus muliijid us, 

Bcopolia orientalis. 

Epimedium alpin um. 

Bolanuni Dulca mar a. 

Drosera rolundifolia. 

Paulownia imperialis. 

Baxifraga yranulaia, 

Bcrophidaria nodosa, 

B, tridaciylites. 

Columnea picta. 

Rihes peiraeum, 

Epjiscia cupreaia. 

Rubus Idaeus, ^ 

Alloplectus speciosus. 

Polentilla thuringiaca. 

A. vittatus, 

Baptisia minor, 

Isoloma hirs'uia. 

Roblnia viscosa, 

Bciadocalyx Luciaui, 

Geranium semguineum. 

Dirmea niucranlha. 

Pelargonium zonale. 

Gesneria fulgens. 

Ailanthus glandulosa, 

Savib'ucu6 racemosa. 

Rhus typ^hina. 

Viburnum Tintis, 


Serjania grammalophora. 

In the above plants with a few exceptions, according to Gertz, 
the solid form of anthocyanin could not be obtained by chemical reagents, 
but in the following plants he was able to obtain ‘ anthocyanin bodies ’ in 
the calls by treatment with chemical reagents such as alcohol, alkalies, 
sulphuric and hydrochloric acids. 

Adiantum macrophpUum-^BlGohol, 

Nidularium Oervantesi — alkalies, alcohol 
Tradescantia discolor — sulphuric acid. 

Phrynium cylindTicum---GpvLBtio potash. 

Mhetm nigomm — hydrochloric acid. 

Viscaria viscosa — sulphuric acid. 

Nepenthes Uoo/cem^to^alkalies ? 

Sempervivum dichotomui^ir-^MiBtio potash, Eau de Javelie. ‘ 

Baptisia minor — sulphuric acid. 
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Lwpums grcmdiflorus \ 

L, peremiis t — liydroclilorie acid. 

L. pohjphyllus ) 

Anthyllk Vnlneraria — caustic potash. 

Begonia acmithostigma — alkalies ? 

Gentmna alba — hydrochloric acid. 

'Sco'polia orienialis — sulphuric acid. 

Sciadocalyx Luciani — sulphuric acid. 

SlrohiUmihes Buricvnus — alcohol, sulphuric acid. 

S. Babiniamis — alcohol. 

Justicia formosa — ? 

FiUonia Pearcei — alcohol. 

There has been much doubt in some cases as to whether the coloured 
deposits are of pigment only, or of other substances such as proteins, 
tannins, etc., impregnated with pigment. Very beautiful cryst^|,ls are 
figured by Molisch (104) from cells of red Cabbage leaves and leaves of 
Begonia maculata. Molisch notes that a low temperature induces the 
formation of the crystals which may disappear at higher temperatures. 
In Bmssica and Begonia^ appearances are certainly in favour of the 
crystals being pigment. In other plants where the solid deposit is in 
the form of coloured spheroids or globules, the latter often being viscoiis 
in consistency, it seems more probable that the matrix of the bodies 
is of a tannin or protein nature, and has become impregnated with 
pigment. 

Gertz maintains several possibilities for the natural occurrence of 
antliocyanin in cells. (1) In crystals as mentioned above either of 
pure antliocyanin or of colourless substances infiltrated with antliocyanin. 
(2) In very young cells containing several vacuoles, anthocyanin in 
the vacuoles may appear as red or blue globules having a superficial 
likeness to anthocyanin bodies. (3) Anthocyanin may occur in amor- 
phous or globular form, or bound up with amorphous or globular bodies 
which are of a difierent nature from the pigment. 

To demonstrate how solid anthocyanin bodies may arise, Gertz 
describes two examples of what may happen artificially in the cell. 
If tissues of StroUlanthes Burianm be placed in alcohol, coloured drops 
appear which afterwards disappear again. The explanation offered is 
that the alcohol first causes the cells to plasmolyse, and substances in 
the cell may be precipitated and take up anthocyanin. Later, when 
semipermeability ceases, the^ alcohol redissolves out the pigment. 
Secondly, in ScopoUa orienmUsy on addition of sulphmic acid, there 
is a precipitation of coloured bodies w^hich does not disappear. In this 
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case Gertz; supposes tliat the precipitated substances are changed by 
the reagent, or are insoluble in the new medium, and so remain. As 
already stated, the above examples are artificial, but Gerte suggests 
that in a similar way in the normal cell, substances may be precipitated 
and absorb anthocyanin. This precipitation may be brought about 
by increased concentration, or by lowering of temperature. The latter 
was found by Molisch to be the cause of crystallisation of anthocyanin 
in Brassica. 

As to the chemical nature of the substances which absorb antho- 
cyanin in the cell, according to Gertx, little can be said. Often they 
appear to be tannin-like compounds, impregnated with anthocyanin, 
in the form of solid bodies (in young leaves of Juglcms^ Quercus, Ruhus] 
Ribes and others), or globules as described in the Bromeliaceae (Wallin, 
101), Gissus (D’Arbaumont^), Euphorbia (Gaucher^) and Dicentm 
(Zopf, 48). Possibly in some other cases the ground substance is 
protein; coloured aleurone grains have been recorded by Hartig (87), 
which are red in Laurus nobilis and blue in CkeirantJms annuus, and 
blue grains have been noted by Spiess (103) in Zea. There is also the 
possibility, even when the anthocyanin deposits are crystalline, of the 
stroma being of some other substance. Nageli (90) has suggested that 
coloured protein crystalloids occur in Solanum americanum. 

We may next consider the distribution of anthocyanins in the tissues 
of leaves, stems, flowers, fruits and seeds. 

As regards leaves, reference may be made to the work of Morren 
(26), Pick (391), Hassack (393), Engelmann (394), Stahl (62, 405), 
Berthold (64), Griflon (331), and Buscalioni & Pollacci (17). No very 
general statement can be made about the histological distribution in 
leaves beyond that the pigment is often present in the epidermis, quite 
frequently in the subepidernial , tissues also, and in many cases in the 
more internal tissues as well. Neither can it be predicted with certainty 
for any plant where the localisation will be, and it may vary considerably 
in the same plant according to whether we select for investigation leaves 
in the young, autumnal or winter condition, or leaves during the normal 
vegetative period; or again leaves under the influence of attacks of 
insects or Fungi. Accounts of the histological distribution in leaves 
have been made by various authors (Hassack, Engelmann, Pick, Stahl, 

^ D’Arbaiimont, ‘La tige des Amp^Iidees,* Ann. scL nat {BoL\ Paris, 1881, s6r, 6, 
XI, pp.* 186-253 (pp. 241, 242). 

^ Gaucher, L-, ‘Eecherches anatomiq^iiies sur les Euphorbiacees,’ Ann. sci. nat. (BoL), 
Paris, 1902, ser. 8, XV, pp. 161-309 (p. 179). 
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Massart), and a very detailed classification is recorded by Buscalioni 
& Pollacci. 

A less detailed classification due to Gertz is quoted as follows : 

A. Permanent anthocyaniii. 

1. In the epidermis. Ex. Orchis, Canna, Maranla, alfo-purpurea- 
forms of Fagus, Corglus and Acer, and also of Beta vulgaris, Alrvplex 
liortensis and Croton sp. 

2. In peripheral layer of the ground tissue. Ex. Dracaena, Eucomds 
punctata, Erylhronuim Dens-Canis, Arum maculaium, Arisarum vulgarc, 
Berberis vulgaris airopurpurea. 

3. In both epidermis and ground tissue. Ex. Aerua sanguinolenta, 
Aeschynanthus alropurpureus, Iresine Herhstii, Coleus sp. 

4. In median ground tissue. Ex., Higginsia refulgens, Sinmngia 
purpurea, Gesneria Donkelaari, Pellionia Daveauana. 

B. Periodic anthocyaiiin. 

(а) In young leaves and spring leaves. 

1. In the epidermis. Ex. Rubus, Rosa, Rhus, Silene, Malva. 
Veronica, Odontites, Ajuga, Salvia, 

2. In the ground tissue. Ex. Salix, Populus, Fagus, Acer, Cydonia, 
Vida, Slellaria, Cerastium, Campamila, Taraxacum. 

3. In hairs. Ex, Quercus rubra, Q. macrocarpa, Caslanea vesca, 
Chenopodium album, MaUotus japonicus, Vitis alexandrina, F, Labnisea. 

(б) In older and autumnal leaves. 

1. In the epidermis. Ex. Philadelphm, Deulzia, Euonymus 
europaeus, and some Oenotheraceae. 

2. In ground parenchyma. Ex. Populus, Salix, Quercus, Rhus, 
Acer, Vitis, Arnpelopsis, Pnmus, Oornus, Viburnum. 

(c) In winter leaves. 

1. In the epidermis. Ex. Silene, Oenothera, Gaura, Veronica, 
Lamium. 

2. In the ground tissue. Ex. Secale, Uedera, Oalluna, Empetnim. 
One or two further observations of interest are mentioned by Gertz. 

This author notes that in some leaves there is an indication of division 
of labour as regards anthocyanin. When the pigment appears princi- 
pally in the epidertnis, it is often found in addition in isolated mesophyl! 
cells which are poor in chlorophyll {Spiraea, Rosa and Rubus). 

Although, as we have seen, from .the observations of the above- 
mentioned authors, anthocyanin formation is by no means limited to 

• 'G' ' '' ''' ' '' : , ' ^ ' 


Ill] 


OF ANTHOCYANINS 




any particular tissue of the leaf, yet Parkin (77), in a recent investigation 
on the localisation of anthocyanin, points out the prevalency of the 
idea among botanists that anthocyanin is usually formed in the epidermis. 
Parking's researches are interesting because they give an indication as 
to the particular localisation of the pigment when formed under varying 
circumstances and under the influence of different factors. He examined 
400 cases and classified his results as follows: 

1. Transitory anthocyanin of young leaves. This is a feature of 
the young foliage of many plants in the tropics and temperate regions. 
The number of species examined was 236, and the distribution was 
classified as: 

Epidermis Mesophyll Epidermis and mcsophyli 

20% 64% 16% 

2. Autumnal anthocyanin. The number of species examined was 
81 and the distribution : 

Epidermis Mesophyll Epidermis and mosophyli 

11% 78% 11% 

3. The permanent anthocyanin of mature leaves. In this case 
the pigment appears as the leaf matures, and persists throughout the 
life of the loaf as a normal character. This class includes (a) leaves 
with uniformly red lower surfaces; (&) leaves with definite pigmented 
areas in the form of spots, blotches or zones; apd (c) leaves of horti- 
cultural varieties with coloured foliage. The number of species examined 
was 64, and the distribution: 

Epidermis Mesophyll Epidermis and mesophyll 

70% 17% 13% 

4. The accidental anthocyanin of mature leaves. This is not 
normally present in mature leaves but arises only under exceptional 
conditions such as: (a) excessive insolation, followed by cool nights, 
as seen in Alpine plants, and in evergreens during winter; (b) the 
result of injury, when. a reddish zone often appears round a wound in a 
leaf; (c) through the accidental exposure of lower surface to the full 
rays of the sun. The number of cases examined was 30, and in the 
majority the anthocyanin was confined to the mesophyll. Parkin 
sums up by saying that anthocyanin of young and autumnal leaves is 
usually confined to the mesophjdl;. of mature leaves, when a normal 
feature, to the epidermis; and, when exceptional, to the mesophyll. 
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The mesophyll, he considers, to be the usual, and, perhaps, more primitive 
seat for anthocyanin. 

As regards the distribution in stems, we have the work of Eerthold 
(64) and Buscalioni & Pollacci (17). Two types of distribution can 
be recognised: 

L Anthocyanin in the epidermis. Ex. Genfiana, some Labiatae 
(Berthold, 64), some SoUdago and Aster spp. 

2. Anthocyanin in subepidermal assimilating cells. Ex. Alsinaceae, 
Papilionaceae and CWvolvuIaceae. 

The histological distribution in petals has been investigated by 
Hildebrand (30), Koschewnikow (40), Muller (61) and Bxiscalioni & 
Pollacci (17), and in anthers by Chatin (34). In the corolla, anthocyanin 
is chiefly located in the epidermis, either upper or under, or both, though 
its appearance in the subepidermal and inner tissues is by no means 
uncommon. The following table, selected from Buscalioni & Pollacci’s 
(17) records, gives an idea of the relative frequency with which pigments 
are formed in the various regions of the corolla and perianth. 
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25 Vanda snavis 

26 Rhododendron hyhrUum ... ,.v 
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Cliatin (28) notes that anthocyanin occurs in deep’-seated tissues 
in thicker petals, such as XJlloa and Asclepias, whereas in thinner petals 
it is usually confined to the epidermis. 

The most interesting feature in connection with the , histology of 
coloured petals is the combination of colour effects produced by the 
simultaneous presence of two, or even more, pigments in the cells. 
Strictly speaking, the plastid pigments, i.e. the yellow, orange-yellow 
and orange ^colouring matters which are bound up with special proto- 
plasmic structures — the plastids, have no place in this account; and 
the same may be said for the soluble yellow pigments (mostly flavones). 
But both these classes occur so often with anthocyanin, and so frequently 
modify its colour, that some mention of them at this point will not be 
out of place. References can be made, in addition, to other authors ; 
Hildebrand (30) wrote an early account of flower pigmentation, including 
combinations of plastid and sap colours; there is also an intere>sting 
paper by Bidgood (18) on flower colours, and many detailed observa- 
tions by Dennert (14) and by the author (211). 

One of the most frequent combinations of pigments is purple, 
purplish-red, or red anthocyanin and yellow plastids. The resultant 
colour may be brown {CJieirantlms CJieiri, Tagetes signata), crimson 
[Zinnia), scarlet [Gemn coccineum), or orange-red [Tfopaeolum majiis ) ; 
there are of course a great many other cases of combination of these 
two pigments, and a correspondingly large number of shades of: brown, 
crimson, or scarlet, as the case may be. A less frequent combination is 
dark brown, brownish-black, or black resulting from purple anthocyanin 
and chloroplastids. This effect is produced in some Cypripedium 
flowers, and we have already noted it in the case of leaves (see p. 19). 
The brown or black effect is due to the fact that the two pigments are 
complementary as regards the rays they absorb; those wdiich are not' 
absorbed by chlorophyll are absorbed by anthocyanin, and so the 
result is negative as regards colour. But black or brown is not always 
due to this combination; the black spots on Adonis and Papaver 
flow^ers owe their appearance to deep blue cell-sap, and in the dark 
markings on some varieties of Bean [Phaseolus) seeds the cells contain 
■purple anthocyanin. There are, in addition, true brown and black 
pigments which appear in some flowers as in the spots on the alae of 
Vida Faha’^, 

^ Mobiiis, M., ‘Das Aiithophaeni, der braune Biiitihenfarbstoff/ Ber, D. hot. Ges., 
Berlin, 1900, xviii, pp. 341-347. Sobloekow, A., Zur Anatomie der braumn Bluien, 
Inaugural-Dissertation zu Heidelberg, Berlin, 1903. 
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Another class of combinations is the outcome of the mixture of 
anthocyanin and a soluble yellow pigment in the same cell. Such a 
combination occurs in the crimson flowers of Mimhilis Jalapa, though, 
on the whole, it is usually found to be characteristic of varieties which 
have arisen under cultivation, as for instance in the crimson varieties 
of AMirrliimmi majus, Dahlia variahilis and Porhdaca gmncUJiora. In 
these species the flower of the original wild type had some shade of 
magenta anthocyanin only. Three variations are then characteristic — 
variation to ivory-white, to yellow and to crimson, the latter being a 
mixture of magenta anthocyanin and soluble yellow pigment, such a 
combination as would not normally occur in nature. 

It is interesting to note that colour of type and variation in 
the anthocyanin-solubl e-yellow series is reversed in the antho- 
cyanin-plastid series. In the latter, the original type is either 
crimson {Zinnia), yellow striped with brown (Oheimnfhus), or orange- 
red (Tropaeolum) ; a variety characteristic of this series is one in which 
the yellow pigment almost disappears from the plastids, or is replaced 
by a much paler yellow substance. When anthocyanin is present 
with these pale yellow pigments, or the yellow pigment is altogether 
absent, a purple or magenta variety results, as in the purple Cheimntlins 
and magenta Zmma. When the anthocyanin is more red, as in the 
orange-red Tropaeolum mijus, a carmine variety arises when these 
pale plastids only are present. Thus, in the anthocyanin-sohible-yellow 
series we have a magenta (or purple) type with crimson, ivory-white 
and yellow varieties, whereas in the antliocyanin-plastid series we have 
a crimson type, with magenta (or purple), ivory and yellow varieties. 

Bidgood (18) mentions one or two unusual colour combinations: 
the lurid colour of some Delphiniums he attributes to the presence of 
cells containing red anthocyanin side by side with cells containing blue. 
Crocus auretis, also, on the outer side of the perianth leaves, shows 
green stripes which are due to a combination of blue sap colour on the 
outer side of the perianth leaves and yellow soluble pigment on the 
inner side. Dennert (14) gives many examples of the different ways 
in which plastid and sap pigments* occur arranged in the tissues, and 
reference should be made to his paper if details are required. Generally 
speaking, the anthocyanin pigments occur in the epidermis of the corolla, 
and the chromoplastid either in the inner tissues, or in the epidermal, 
or both, and the great variety of such combinations accounts to a large 
extent for the numerous shades and tints. Dennert also observed that 
when both plastid and soluble pigments occur in the same cell, 
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especially in the papillae of the epidermis, the plastids tend to occupy 
the base of the cell, while the soluble pigment is uniformly diffused. 

Investigations on the distribution of anthocyanins in fruits have 
been undertaken by Borbas (38); and in seeds by Sempolowski (36), 
Preyer (66), Brandza, Lindinger (76) and Coupin (82). 

Pinally it may be as well to quote the results which Gertz (19) has 
given of a comparative examination of the localisation of anthocyanin 
in members of many of the Natural Orders, and from which he finds 
evidence of a certain amount of agreement between systematic relation- 
ship and distribution of pigment. His results are shortly summarised 
as follows: 

Helobiae. In Almna, Biitomus and Hydrocharis subepidermal, in 
ValUsneria epidermal. 

Gramineae. Epidermal in Panicum, OfUsmemis, Penmsetmn, Cala- 
o'mgrostis, Setana, Helens, Weingaertneria, Gatahrosa, Melica, Bnza; 

^ subepidermal in Phams, Phleum>, Alopecurus, Baldingem, Bromus, 

' Secalel Triticum, Avena, Aira. 

Aroideae. Subepidermal all through and similarly for Lemnaceae. 

Bromeliaceae. Chiefly in hypodermis but in some forms also in 
epidermis. 

Commelinaceae. Epidermal. 

Juncaceae, Liliaceae and Araaryllidaceae. Subepidermal. In outer- 
most scales of bulb of Allium often epidermal. 

Scitamineae. Epidermal. 

Orcliidaceae. Epidermal in Cypripedium, Orchis, Epipactis, Lima- 
dorum, Oncidium; subepidermal in Haemaria, Pogonia, Goodyera, 
Microsiylis, Restrepia, Cattleya, Laelia, Dendrobiiim, Phalaenopsis. 

Piperaceae. Anthocyanin in subepidermal water tissue or in spongy 
parenchyma. 

Salicaceae. Subepidermal all through. 

Betulaceae. Periodic anthocyanin in ground tissue. Permanent in 
epidermis. 

Fagaceae. In general subepidermal. In certain species of Querciis 
in hairs. In leaves of Copper Beech in epidermis. 

Moraceae. Subepidermal in Ficus. 

Aristolochiaceae. Epidermal. 

Polygonaceae. In young leaves chiefly epidermal. In older, sub- 
epidermal, but types somewhat mixed so that localisation rather 
v indefinite, and still more indefinite in Amarantaceae. 

Nyctaginaceae^ Aizoaceae and Portulacaceae. Epidermal. 
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Caryophyllaceae. In Alsinoideae always subepidermal ; in Silen- 
oideae usually epidermal, at least as regards origin. Exceptions are 
species of Dianihus, and, according to Wulff, Silene acmdis. Also 
subepidermal in stem, of Sapomria. 

Raniiiiculaceae. Subepidermal nearly all through. Epidermal in 
Paeonia coriacea, Anemone Hepaiica^ A. japonica and A. Pulsatilla. 

Berberidaceae and Papaveraceae. Subepidermal. 

Cruciferae. Subepidermal except in CameUna silvestris, Braya, 
Draha vema, Alyssum, Farsetia^ Malcomia. 

Crassulaceae. Anthocyanin epidermal ; in epidermal idioblasts and 
in parenchymatous sheaths of vascular bundles. 

Saxifragaceae. Localisation more indefinite in Saxifraga, but 
appears to start from the epidermis, at least in young leaves. In 
spring leaves of Rites, epidermal; in autumnal, subepidermal. 

Rosaceae, In spring leaves in general, anthocyanin in epidermis; 
in autumnal leaves, anthocyanin in the ground tissiie. Subepidermal 
in spring leaves of Ootoneaster, Cydonia, Pyms, Photinia, Amelancliier. 

Leguminosae. In general subepidermal but found in the epidermis 
in Acacia, Mimosa, Cercis, Gymnocladus, Gleditschia, Ltipimis, Medieago, 
Trifolium, Indigofem, Glycyrrhiza, Lourea, Onohrycliis. 

Geraniaceae. In young leaves epidermal, in older, subepidermal. 

Tropaeolaceae, Linaceae, Polygalaceae. Subepidermal. 

Euphorbiaceae. Generally subepidermal, epidermal in Croton, 
Ricinus and some Euphorbia spp. 

Anacardiaceae. In Pistacia and Rhus, anthocyanin epidermal in 
spring leaves, subepidermal in autumnal leaves. 

Aceraceae. Subepidermal in Acer, hut epidermal in the red-leaved 
variety. 

Vitaceae. Spring leaves epidermal, autumnal subepidermal. 

Tiliaceae. Subepidermal. 

Malvaceae. Epidermal. 

Theaceae, Hypericaceae and Violaceae. Ground tissue. 

Begoniaceae. Epidermal in leaves, and sometimes in certain 
spongy parenchyma cells. 

Lythraceae and Myrtaceae. Subepidermal 

Oenotheraceae. , In Oenothera, EpiloUmn, Godefda, Gaum, Circaea. 
usually epidermal Subepidermal in autumnal leaves of Jtmima, 
Chamaenerium, Fuchsia. 

Umbelliferae. Subepidermal, but, epidermal in Bryngimn ameflnjs- ^ 
tinum, and in stein of Chaerophyllum Umulum, and Conium maeulatiim. 
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Cornaceae, Ericaceae and Epacridaceae snbepidermal. In Primu- 
laceae in ground tissue only except in Androsace and Cyclamen where 
it is epidermal. 

Oleaceae. Usually snbepidermal but in spring leaves of Forsythia, 
Syringa, Cliionanihus^ Jasminum in epiderinis. 

Gentianaceae. Epidermal except in MenyaMhes, 

Apocynaceae, Asclepiadaceae and Convolvulaceae. Snbepidermal, 
but in Ciiscuta often epidermal. 

Boraginaceae. Altogether in ground tissue except in Sympfiijtmn. 

Labia tae. Marked epidermal localisation. Subepidermal in certain 
Colens varieties, and in autumnal leaves of Prunella %mlgans, Ballota 
nigra^ Beionica officinalis, Lycopiis europaeus. 

Solanaceae. Subepidermal. 

Scrophulariaceae. Subepidermal in Verbascum, Linaria, Nemesia, 
LiniQsella, or epidermal in Pentstemon, Veronica, Digitalis, Euphrasia, 
Odontites, Rhmanthus, Pedieularis, Melampyruin. 

Bignoniaceae and Orobanchaceae. Epidermal. 

Gesneriaceae. Chiefly epidermal but often also hypodermal and in 
the spongy parenchyma. 

Lentibulariaceae. Epidermal in Pinguicula, 

Acanthaceae. Varying localisation, usually epidermal. 

Plantaginaceae. Epidermal. 

Eubiaceae. Mesophyll in most cases, 

Caprifoliaceae. Subepidermal except in Sambueus racemosa and 
S, Ebulus. 

Valerianaceae, Dipsaceae and Campanulaceae. In peripheral ground 
parenchyma. 

Compositae. Both epidermal and subepidermal localisation. In 
older leaves nearly always the latter. In younger, subepidermal in 
Solidago, Achillea, Matricaria, Gentaurea, Leontodon, Taraxacum, Trago- 
pogon and Scorzonera, Anthocyanin in hairs in Hebeclinium janthimim, 
Eupatoriimi atroruhens and Gynura aurantiaea. 
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THE PROPERTIES AND REACTIONS OF ANTHOCYANINS 


Prom time to time the question has been under discussion as to 
whether all the varieties of red, purple and blue plant pigments are 
merely one and the same compound, the different shades being due 
to the presence of other substances in the cell-sap, i,e. acids, alkalies, 
etc., or whether the term anthocyanin includes many diiferent members 
of a great group. The earliest expression of opinion on this point is 
possibly that made by James Smithson (112) in the Proceedings of the 
Eoyal Society in 1818; here he remarks, on the slightest experimental 
basis : The colouring matter of the violet exists in the petals of red 
clover, the red tips of those of the common daisy of the fields, of the ' 
blue hyacinth, the holly hock, lavender, in the inner leaves of the 
artichoke, and in numerous other flowers. It likewise, made red b}* 
an acid, colours the skin of several plumbs, and, I think, of the scarlet 
geranium, and of the pomegranate tree. The red cabbage, and the 
rind of the long radish are also coloured by this principle. It is remark- 
able that these, on being merely bruised, become blue; and give a 
blue infusion with water. It is probable that the reddening acid in 
these cases is the carbonic ; and which, on the rupture of the vessels 
which enclose it, escapes into the atmosphere.” In the same way 
Marquart (5), and Premy & Cloez (126) originally recognised only 
one blue pigment, from which the red pigments %vere believed to he 
derived by action of acids. Of a similar opinion was Wigand (136). 
who writes : ''Die rothe und blaue Parbe der Bliithen sind, wie sieh theiLs 
aus den Uebergangsersclieinungen, theils^ aus dem Auftreten beider 
. Parben ais homogene Farbung der Zellenfllissigkeit, theils ana dem 
tlberemstimmenden Verhalten bolder gegen chemische Reagent! en 
ergiebt, unwesentlich verachiedene Eustinde nines iihd desselbeii Stoffes, 
des AntJweyansP Hansen (11), also, believed most red flower col)urs 
to be due to one substance. 
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Later, N. J. C. Muller (169), on the basis of spectroscopic examina- 
tion, announced that the red and blue .pigments were of various kinds, 
but it is doubtful whether his materials were, pure. Wiesner (135) also 
appeared to be uncertain as to whether all aiithocyaiiins are alike, 
whereas Weigert (179) definitely distinguishes two groups of anthocyanin 
of which more will be said later. From this time onward, as investi- 
gations increased, there seemed to be little doubt that a number of 
substances are responsible for the different colours. Overton (333) 
held this point of view, and we may quote the words of Molisch (104) 
.to the same effect: ‘‘dass der Begriff Anthokyan, wie er bisher in der 
Literatur gefasst wurde, kein einheitliches chemisches Individuum 
darstellt, sondern eine Gruppe von mehreren verschiedenen, wahr- 
scheinlich verwandten Verbindungen.” The more recent suggestion 
of Grafe (209) comes nearer the truth, for he says we must regard 
anthocyanin as a term to be used for a whole series of pigments, which 
may have a similar fundamental nucleus, but which differ in the com- 
plexes attached to the nucleus. Colour and other chemical reactions 
would then depend on a particular grouping common to all or most of 
the pigments. This view has been supported by the recent researches 
of Willstatter (245, 256, 257); he has isolated anthocyanin from the 
flowers or fruits of ten (or more) plants, and has shown that, in all 
probability, they have the same fundamental structure. Some of the 
number, though derived from plants quite unrelated, appear to be 
identical ; others differ in the number of their hydroxyl groups; others 
again, he suggests, have their hydroxyls replaced by different radicals. 
Thus we may now correctly consider the word anthocyanin to stand, 
as a collective term, for a class of substances comparable to the sugars, 
tannins, fats, proteins, etc. 

Hence, in giving an account of the reactions of anthocyanin, one is 
always dealing with a large group of substances of which the properties 
may differ considerably. Therefore to make any general statement 
in some cases is difficult, and there is always the further consideration 
that the substances examined have rarely been obtained pure. 

The appearance of anthocyanin as crystals in the living tissues 
has been discussed in Chapter ni. Outside the cell anthocyanin has 
also been obtained in undoubted crystalline form. Molisch (104) 
prepared crystals very readily from the petals of the scarlet Geranium, 
Pelargonium zonale^ by placing a petal in distilled water under a cover- 
slip on a slide. The pigment diffuses out, and on slow evaporation 
deposits groups of beautiful needle-shaped crystals. By a similar 
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metliodj using acetic acid instead of water, Molisch (104) obtained good 
crystals from petals of garden roses and of Anemone fulgens. Several 
other investigators have crystallised anthocyanin from extracts; the 
cases may be mentioned here though the methods of preparation will 
be given in the next chapter. From the red pigment of Vine leaves, 
Gautier (175) isolated two substances termed by him a- and ^-ampelo- 
chroic acids. . From a solution in hot water, the a-acid was obtained 
on cooling as a red crystalline powder. The ^S-acid also w^as deposited 
from water in red crystals on slow evaporation. Griffiths (191) prepared 
crystals from pigment of ^Geranium’ {Pelargonium) flowers. From 
flowers of Althaea rosea, Grafe (197) isolated a deep red pigment which 
separated out from alcohol in minute crystalline plates. Portheim & 
Scholl (204) also succeeded in crystallising the anthocyanin from the 
testa of seeds of Phaseolus muUiflorus, Later, Pelargonium flo'wers 
were again employed by Grafe (222) as material for the purification 
and analysis of anthocyanin, and like Molisch, Grafe found that this 
pigment very readily crystallised. The facility with which Pelargonimn 
pigment may be made to crystallise, as compared with other antho- 
cyanins, is no doubt due to the difference in its chemical nature. Not 
only as regards the scarlet colour, but also in its reactions towards 
reagents, the Pelargonium pigment differs from the more universally 
distributed purples and purplish reds. 

Before describing the solubilities of anthocyanin, it should be 
mentioned that the pigment usually exists in the plant in the form 
of a gliicosicle. In this form it has been isolated from fruits of the 
Bilberry (Heise, 178), and from flowers of Althaea, Pelargonium (Grafe, 
197, 222) and Cenixmrea (Willstatter, 245). There is little doubt, as 
will be shown in later chapters, that anthocyanins are aromatic sub- 
stances containing hydroxyl groups, and, as is well known, hydroxyl 
groups in plant products are frequently replaced by sugars. As a 
gliicoside, anthocyanin is readily soluble in water, and since it is in 
this , form that the pigments chiefly occur in the cell, they can be 
extracted with water. After hydrolysis, in the noii-glucosidal state, 
the pigment is far less soluble in water, and in some cases almost or 
quite insoluble, i.e. Antirrhinum (Wheldale & Bassett, 254) and Bilberry 
(Heise, 178). To the consideration of these glucosides we shall return 
again later in the chapter. 

In ether, anthocyanin is insoluble, as also in benzene, carbon bisiiL 
phide, chloroform and similar .solvents in which i^Iastid pigments 
soluble. In alcohol, the greater proportion of anthocyanins are soluble ; 
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there are definite exceptions, such as those of the Arnarantaceae, 
Chenopodiaceae and Phytolaccaceae which are entirely insoluble in 
this solvent. To these may be added the blue pigment of Centaurea 
(Willstatter, 246), the glncosidal pigment of Althaea (Grafe, 197) and 
probably others. In many flowers it is difficult to extract the petals 
completely with alcohol. This is possibly due in some cases to the 
presence of several pigments, certain of which are insoluble in alcohol ; 
or there may also be retention of the pigment to some extent by the 
coagulated cell-contents. A curious phenomenon is connected with 
the alcohol solutions of most anthocyanins ; such solutions, though 
at first coloured red or purple as the case may be, somewhat rapidly 
lose their colour and eventually become quite colourless; the same 
effect is produced by immersing petals in strong alcohol. The coloui* 
returns on evaporation of the alcohol- or, in many cases if the solution 
is sufficiently strong, on adding water. A few drops of acid, also, 
restore the colour completely ; similarly a few drops of alkali produce 
the green (or yellow) reaction characteristic of anthocyanin. This 
phenomenon was first remarked upon by Nehemiah Grew (1): “Again 
though no Bleio Floivers^ that I know of, will give a Blew Tincture to 
Spirit of Wine: yet having been for some days infused in the; said 
Spirit, and the Spirit still remaining in a manner Limpid, and void of 
the least Ray of Blew; if you drop into it a little S'piril of SidpJmr, 
it is somewhat surprizing to see, that it immediately strikes it into a 
full Red, as if it had been Bletv before : and so, if you drop Spirit of 
Sal Armoniao or other Alkaly upon it, it presently strikes it Green..,. 
It is likewise to be noted, That both Yellow and Red Flo’wers give a 
stronger and fuller Tincture to Water, than to Spirit of Wine; as in 
the Tinctures of Cowslip, Poppys, Olove-July- Flowers and Roses, made 
both in Water and Spirit of Wine, and compared together, is easily 
seen.'’’ Loss of colour in alcohol was also mentioned by Morot (122), 
Filhol (125) and Fremy & Cloez (126). In 1884-, Hansen (11) commented 
on it, and suggested that anthocyanin, in absolute alcohol, forms a 
colourless anhydride. Keeble & Armstrong (239) have recently offered 
another, though unsatisfactory, explanation of this decolorisation (see 
p. 120). Willstatter (245) considers the loss of colour to be due to 
the formation of a colourless isomer (see p. 72). 

As regards the appearance, colour, melting point, crystalline form, 
etc., of solid anthocyanin, the accounts of the few workers who have . 
prepared the pigment are so varied that information is best obtained 
by reference to individual cases quoted in the next chapter. 
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Qualitative Reactions. 

With respect to qualitative reactions, the necessity, already men- 
tioned ill connection with the properties of anthocyanin, for a. guarantee 
of the purity of the pigment used is of paramount importance. Crude 
extracts invariably contain other substances which may modify, or 
completely alter, the reactions of the pigment itself. In the next 
chapter, accounts are given of special methods for purification and 
analyses of antliocyanin, and on studying these, the futility of applying 
tests to any but pure material will be recognised at once. It is only 
after careful extraction, and purification by means of analyses, that 
the reactions of any pigment can be determined with certainty, and 
qualitative tests on impure extracts are to a large extent worthless. 
Nevertheless, numbers of observations have been made on more or 
less impure material, and the following account deals with the more 
important results. 

With alkalies. When an aqueous or alcoholic extract of anthocyanin 
is treated with alkali, the pigment turns green^ and often finally 
yellow. Sometimes a blue colour precedes the green ; with very dilute 
alkali, or with solutions of salts having a weakly alkaline reaction, a 
blue colour only may appear. Similarly red, purple and blue fiow^ws 
placed in ammonia vapour as a rule turn green. 

V^ith acids. Anthocyanins almost invariably turn bright red with 
acids, though the shade may vary in different cases. 

With lead Anthocyanin extracts are generally precipitated 

bydead acetate, and the colour of the precipitates is usually some shade 
of green or blue; occasionally it is red. 

The reactions of anthocyanins with acids and alkalies have formed 
a subject for discussion from time to time. The whole matter is so 
bound up with the views of those who have worked on the pigments 
that something of the nature of a historical summary must be included. 

The question first to be considered is whether the green coloration 
given when tissues and crude extracts containing anthocyanin are 
treated with alkalies is a reaction of anthocyanin alone, or is the com- 
bined result of reactions with anthocyanin plus reactions with other 
substances present in the cell or solution, and this can only be determined 
satisfactorily by testing pure pigments. In most cases, when white 
flowers are treated with alkalies, or exposed to ammonia vapour, a bright 
yellow colour is developed, indicating a reaction of alkalies with a class 

^ la some oases such solutions are slightly dichroio, green and red* 
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oi substances known as fl-avoiies which are almost universally distri- 
buted in plants. The flavone pigments in bulk are yellow, but exist 
in the cell-sap in such small quantities as to be iiiconspicuouvS except 
when treated with alkali, when an intense yellow colour is developed; 
with ferric chloride solution they give a green or brown coloration. 
They, moreover, occur in the plant largely as glucosides, in which form 
they are readily soluble in alcohol and water, and hence they are present 
in all crude aqueous and alcoholic extracts of anthocyanin. Extracts 
of white flowers, or in fact of any non-anthocyanic parts, give as a 
rule, yellow or orange-yellow precipitates with lead acetate, which are 
insoluble flavone salts of lead. 

That there is some substance in white flowers which turns yellow 
with ammonia was noticed by Boyle (107): “we thought fit to make 
Trial upon the Flowers of Jasmin, they being both White as to Colour, 
and esteem’d to be of a more Oyly nature than other Flowers. Where- 
upon having taken the White parts only of the Flowers, and rubb’d 
them somewhat hard with my Finger upon a piece of clean Paper,... 
a strong Alcalizate Solution, did immediately turn the almost Colour- 
less Paper moisten’d by the Juice of the Jasmin,., Deep, though 
somewhat Greenish Yellow,... when we tiy’d the Experiment with the 
Leaves of those purely White Flowers that appear about the end of 
Winter, and are commonly call’d Snoio drops, the event, was not much 
unlike that, which, we have been newly mentioning.” Later in the 
Coni'pies Rendus of 1854 and 1860, Pilhol (125, 132) published papers 
of considerable interest in connection with this point. Filhol found 
that when white flowers of Viburnum Opulus, PMladelphus caronarius 
and other plants were exposed to ammonia, they turned yellow; as 
yellow, he says, as the flowers of Laburnum. The same results he 
observed in leaves in the parts free from chlorophyll. When the 
flowers, after treatment with alkali, were placed in acidified water, 
they became white again. The substance which gives the yellow 
colour was found to be soluble in water and alcohol and slightly so in 
ether, and Filhol terms it xanthogene. When coloured, red or purple, 
flowers were treated with ammonia, they turned green as a rule, but 
in some cases blue {Papaver, Pelargonium, Salvia splendms). In one 
particular experiment when he added aluminium hydroxide to an 
extract of Vervain flowers, the aluminium hydroxide became yellow 
but the supernatant liquid retained the purple colour. Thus he comes 
to the conclusion that the green coloration with alkalies in Vibwmum 
and other flowers is due to a mixture of a blue colour given by 
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antliocyanin plus a yellow colour given by xantJiogene. But in the 
case of the flowers of Pelargonium, Palaver and Salvia the xanthogene is 
absent and so the anthocyanin becomes blue or violet with alkalies. In tlic 
later paper (132) he remarks on the resemblance of xanthogene to liiteolin 
(which we now know to be a flavone), but lie was unable to establish 
the identity. Thus FilhoFs investigations brought him very near to 
the truth. Similar views were advanced by Wiesner (135) in 1862. 
From a series of reactions given by various flower pigments he concludes 
that colourless sap contains, as a rule, a tannin giving a green reaction 
with iron salts, and a yellow colour with alkalies. Like Filhol he 
believes that anthocyanin itself gives a blue, never a green, reaction 
with alkalies, and the green colour is due to admixture wdth yelloiv given 
by the tannin. In plants free from tannins giving the yellow reaction, 
anthocyanin turns blue with alkali. Wiesner’s tannins are probably 
for the most part flavones, since true tannins are rare in flowers. These 
views on the reactions of anthocyanin gave rise to a certain amount 
of controversy, for Wigand (136) and Nageli & Schwendener (138) 
held the opinion that the green coloration is given by anthocyanin 
itself, and may appear when the iron-greening tannins are absent. 

- Some of the arguments involved in the discussion are given by Wiesner 
in a later paper (142). The alkali reaction of anthocyanin is also 
mentioned by Overton (333), who considers the blue colour to be due 
to the formation of an acid salt, the green colour to a neutral salt of 
the pigment, anthocyauin itself being a dibasic acid. This view is 
accepted by Grafe (197) as being in accordance wdth the reactions of 
Althaea pigment which he prepared in a pure state. Anthocyanin 
from Antirrhinum (Wheldale & Bassett, 254), purified from accompanying 
substances, still gives the green alkali reaction. Willstatter (245), as 
far as can be determined from his publications, considers the reactions 
of anthocyanin to be as follows. The pure blue anthocyanin from the 
Cornflower is not altered by alkali, i.e. pure anthocyanin gives a blue 
colour with alkalies, but if a solution of the blue pigment has stood for 
a time, the colour reaction with alkalies is green. This is due to the 
fact that from the pigment a colourless isomer (see pp. 53, 72, 75, 78) 
has been formed, and this gives a yellow colour -with alkalies; hence 
the blue plus yellow results in a green reaction. Crude extracts from 
the flowers, he says, also give a green colour owing to the presence of 
yellow pigments— obviously flavones. (Die reine blaue Farbstofl- 
losung zeigt auf Zusatx voii wenig Soda zunachst keine Farbanderung, 

/ eine gestandene Losung wird Mngegen griinblau oder blaugrlin w^eil 
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die Losung nun auch die farblose Modifikation enthalt. Dies ist das 
Verlialten eines wassrigen Bliitenaus^sugs, worin sich itberdies nocli 
gelbe FarbstofTe befinden, deren Alkalisake inteiisiv gclb sirid.) Tlie 
blue colour given by alkalies with tlie pure antliocyanin pigment will, 
WiJlstatter founds become green or yellow by decomposition on standing, 
or with excess of alkali. Further consideration will be given below 
(pp. 52~64) to these reactions. With anthocyanins from, other plants 
Willstatter notes various reactions with alkalies (see p. 56). Hence 
we have at present the following suggestions. Pure anthocyanin from 
Genicmrea gives a blue colour with alkalies; the green colour given in 
solutions and crude extracts is due to mixture with the yellow colour 
produced by the colourless isomer or accompanying flavones, or both. 
Pure anthocyanin from Antirrhinum gives a green colour with alkalies, 
and this cannot be due to admixture with flavones, as the latter are 
removed by purification ; nor can we suppose it due to admixture with 
a colourless isomer, since this is not; formed in a strongly acid solution 
such as that from which the pigment separates out in preparation. 
Thus, whether the green or blue reaction is given by pure anthocyanin, 
or whether it is green in some cases, and blue in others, remains undeter- 
mined until anthocyanins from many other species have been purified 
and tested. In many cases the green reaction either rapidly or slowly 
changes to yellow, and the original colour does not return on neutralisa- 
tion, so that evidently some anthocyanins are completely destroyed by 
alkalies. 

The same difficulty arises with regard to the precipitates with lead 
acetate, for the accompanying flavones produce : yellow or orange- 
yellow precipitates with lead acetate, and hence the actual lead salt 
of anthocyanin is not identifiable except from the pure pigment with 
which the results are the same as with alkalies. The colour of the 
lead precipitate varies very considerably in crude solutions. In extracts 
from white flowers containing little anthocyanin, it is greenish-yellow^ ; 
from flowers containing much anthocyanin, bright green or blue-green, 
whereas from red varieties (Wheldale, 21],), it is practically red with a 
greenish tinge. The latter must be distinguished from the red preci- 
pitates giveu by the special pigments of the Amarantaceae and Piiyto- 
laccaceae which are mentioned below. A 

On the basis of qualitative reactions, Weigert (179), in 1895, 
attempted a classification of anthocyanins into two groups: 

The 'Weinroth’ group, of which , the pigments give blue-grey or 
blue-green precipitates with basic lead acetate; give the Erdmann 
’ .V'-, ' , , ■ . , - ' , ’ - 4—2 
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reaction (see below); are precipitated and give a bright red colour 
with concentrated hydrochloric acid; and turn green on addition of 
alkalies. Ex. — Pigments from Viiis, Ampelo'psis quinquefolia, Elms 
typMna, Cornus sanguinea, etc. 

The 'Eiibenroth’ group, of which the pigments give a red precipitate 
with basic lead acetate, do not give the Erdmann reaction ; turn dark 
violet with concentrated hydrochloric acid; violet with ammonia, but 
with other bases yellow. Bx.^ — Pigments from Beta, Lresine Lindeni, 
Achyrantlies Verschaffelln, Amaranihus, Airiplex horlensis, Phytolacca 
decandm. According to Gertz (19), the following should be added to 
Weigert’s ^ Riibonroth ’ group : several Chenopodiaceae {Bliium virgatimi, 
Atfiplex Uioralis, Gorispehhum canescens), Amarantaceae (except 
Mogiphanes hrasiliensis), Nyctaginaceae (Oxybaphus nyctagincus), 
Phytolaccaceae {Phytolacca decandra, ■ leaves), Aizoaceae {Teinigonia 
crystalUna, Mesembryanthemum nodiflorum), Portulacaceae {Porinlaca 
grandiflora) and Basellaceae {Basella rubra). The remaining families 
of the group Centrospermae, i.e. Polygonaceae and Caryophyllaceae, 
seem to be distinguished by anthocyanin of the 'Weinroth' group 
as also the greater number of the Chenopodiaceae. 

The reaction of Erdmann (618) was originally employed in order 
to detect true wine pigment and may be described as folIoArs: The 
pigment solution (wine) is diluted with four times its volume of water, 
eight drops of concentrated hydrochloric acid are added, and the 
mixture shaken up with 16 c.c. of amyl alcohol. The amyl alcolioi 
separates out with a fine violet-red colour, the underlydng acid solution 
being yellow or cherry-red. If the amyl alcohol is separated ofi, and 
an equal volume of water added, together with two drops of concentrated 
ammonia, the amyl alcohol decolorises and the underlying solution 
becomes bright green. If the original acid solution below the amyl 
alcohol is placed in a porcelain dish and carefully neutralised with 
dilute ammonia, at neutralisation point an indigo-blue colour is produced 
which afterwards becom.es green. 

The reactions of anthocyani.ns with acids and alkalies, the Erdmann 
reaction, etc., have received a new interpretation through the recent 
researches of Wills tatter (245). These view's arc based upon work 
devoted rin particular to the anthocyanin of Gentaurea but also to 
anthocyanins in general. As far as can be gathered from a preliminary 
publication, the following represents, in the main, the views of Will- 
statter (see also Chapter v). . , *1, ^ , 

L Red, purple and blue pigments occur in the plant entirely as 
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glucosides (anthocyanins), wliicli can be hydrolysed artificially with 
the fonnation of sugar and non-glucosidal pigments (anthocyanidins). 
Prom a dilute acid solution anthocyanidins are completely removed 
by amyj alcohol, whereas anthocyanins are not taken up at all by this 
solvent. This may be demonstrated experimentally by extracting 
fresh material containing anthocyanin with dilute sulphuric acid. 
After filtration and addition of amyl alcohol, no pigment is taken up 
by the alcohol. But if the solutions are heated for one half to three 
quarters of an hour on a water-bath, the anthocyanins are hydrolysed, 
and on addition of amyl alcohol, the anthocyanidins are quantitatively 
removed. 

2. Anthocyanin is itself an acid and in the free state is purple. 

3. There is a blue modification which is the potassium salt of the 
purple. 

4. There is a red modification, which is the oxonium salt of antho- 
cyanin ; the pigment may be combined with either organic or inorganic 
acids. 

5. In Ceniaurea, as well as in some other plants, all three forms 
of anthocyanin readily change, to a colourless isomer; vith the red 
form this only occurs in absence of excess of acid. The change to a 
colourless isomer can be prevented by adding neutral salts to the 
anthocyanin solution; the anthocyanin forms additive compounds 
with these substances thereby preventing the isomeric change. 

As regards the colour reactions with alkalies, Willstatter, as we 
have already seen, gives the following explanation. With alkalies 
a blue salt is formed, which may become green owing to mixture with 
flavones or the colourless isomer (see pp. 60, 72), if these are present 
in the extract. The blue salt is also unstable, and with excess of 
alkali passes to a greenish or even yellow decomposition product. But 
if a neutral mineral salt is present, the blue salt is rendered stable. 
This may be brought about by either (1) acidifying the anthocyanin 
and then neutralising or (2) by adding the neutral salt (NaCl, NaNOg). 
Thus, for example, if pigment of Bilberries or Grapes (which presumably 
contain little flavone) are treated with alkali, it gives a greenish colour. 
But if treated first with some salt, it gives a blue colour, and the same 
result may be brought about by acidification and subsequent neutralisa- 
tion. ■ , " ' ' , 

It is now possible to explain the Erdmann reaction, which, according 
to Willstatter, has hitherto been misunderstood. The following account 
is given more or less in Willstatter’s wor^s. The Erdmann reaction 
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is based on the fact that new, or fairly new, wine gives a green colour 
on neutralisation with ammonia, but after treatment with hydrochloric 
acid and neutralisation, a dark greenish-blue colour. This behaviour 
was incorrectly explained by Erdmann as being due to the splitting 
of the wine pigment into two pigments by the hydrochloric acid. 
Erdmann separated the above two pigments by shaking witli amyl 
alcohol; the violet-red amyl alcohol layer gives with dilute ammonia 
first a bright green, then a brownish-green colour, while the acidified 
water solution becomes indigo-blue on neutralisation. As a matter 
of fact DO breaking up is brought about by the acid, but during fermen- 
tation of the grape juice, a portion of the anthocyanin has been hydro- 
lysed to anthocyanidin. The effect of ammonia on the wine pigment 
is to give a blue coloration rapidly passing to a green decomposition 
product. But, as explained by Willstatter, if the anthocyanin is first 
acidified and then made alkaline, the blue colour is more stable. On 
shaking up the acidified wine mth amyl alcohol, the latter takes up 
the small portion of anthocyanidin as an oxonium salt. If the wine 
is heated with hydrochloric acid, or if the hydrochloric layer of the 
Erdmann reaction is heated, the whole is hydrolysed, and the antho- 
cyanidin can be extracted quantitatively with amyl alcohol. But%he 
hydrolysis does not happen in the cold. Willstatter further points out 
a source of error in the reaction. C4rape juice from fresh berries gives, 
after acidification with hydrochloric acid, a little pigment in the amyl 
alcohol. If the amyl alcohol is then washed with dilute sulphuric 
acid, it is nearly decolojised. The small amount of pigment in the 
amyl alcohol is not hydrolysed, but is due to the fact that hydrochloric- 
amyl alcohol takes up a little of the anthocyanin oxonium salt, whereas 
sulphuric-amyl alcohol takes practically none. Hence it is advisable 
to use sulphuric acid for the test. The statement by Weigert, that the 
'Weinroth' group gives the Erdmann reaction, is regarded by Will- 
statter as erroneous, for the latter maintains that, apart from the small 
amount of glucoside salt which , can be washed out again from the 
amyl alcohol, the pigment of flowers, berries and leaves remains com- 
pletely in the water-acid layer. 

The sensitiveness, of anthocyanin to acids and alkalies has suggested 
its use as an indicator. In fact these were the first, reactions to attract 
the attention of chemists (see p. 8). Its use in this way has been 
revived from time to time by Pellagri (146), Sacher (215) '"and others 
but without any permanent success. , 

RedotioTis with itoti sdlts. Here .again the actual colour reaction 
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is difficult to estimate unless the pure pigment is tested. The flavones 
give green or brownish-green colorations with iron salts, the tannins 
green or blue. Though anthocyanins on the whole appear to give 
green-blue, green, or sometimes brown reactions, if tannin or flavone 
be present it is obvious that no reliance can be placed on the results. 
In a few cases, however, where anthocyanin pigment has been obtained 
approximately pure, one of the above colour reactions was given. 
Such a result indicates that anthocyanin has probably hydroxyl groups 
of the phenol type. 

Reactions with sodium bisulphite. An interesting reaction of antho- 
cyanins is that given with sulphur dioxide and bisulphites It was 
well known at a very early date that flowers containing anthocyanin, 
or extracts of the pigment, are bleached by sulphur dioxide gas, and 
that the colour is again restored by stronger acids. Boyle (107) writes: 
^'That Roses held over the Fume of Sulphur, may quickly by it be 
depriv’d of their Colour, and have as much of their Leaves, as the Fume 
works upon, burn’d pale, is an Experiment, that divers others have 
tried, as well as I. But {Pywphilus) it may seem somewhat strange 
...That, whereas the Fume of Sulphur will, ...Whiten the Leaves of 
Roses; That Liquor, which is commonly call’d Oyl of Sulphur... does 
powerfully heighten the Tincture of Red Roses.” Further observations 
on this bleaching action were made'by Kuhlmann (118), Hiinefeld (120) 
and Schonbein (123). Solutions of anthocyanin decolorised by sulphur 
dioxide have been employed by Kastle to test the relative 'strengths’ 
of acids. Kastle (196) is of the opinion that the decolorisation is not 
caused by reduction, and the same view is held by Grafe (197, 222), 
who prepared bisulphite derivatives from the anthocyanins of both 
AlOiaea and Pelargonimn by addition of sodium bisulphite. Both 
products were colourless, but the red colour returned on addition of 
a trace of a stronger acid. Grafe concludes that the anthocyanins 
contain aldehyde colour-producing groups, which form additive com- 
pounds with bisulphites, whereby the linkings in the molecule and 
the resultant colour are changed. 

Action of nascent hydrogen. A reaction which would appear to be 
one of reduction is that produced by treating acid solutions of antho- 
eyanin with zinc dust. The colour rapidly disappears and the solution 
remains colourless if air be excluded. On exposure to air, if the reducing , 
action is not very violent, the colour returns, the surface of the liquid 
becoming coloured before the deeper layers. Kastle (196) does not 
consider the reaction to be of the nature of reduction, since the colour 
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did not return on treatment with oxidising enzymes. Grafe (222) 
holds the view that the loss of colour is due to changes brought about 
' in the aldehyde groups (which he postulates) by the action of nascent 
hydrogen. The fact that the return of colour in air is not equally 
great with all acids (Wheldale & Bassett, 621) may indicate that the 
reaction is not a simple reduction process. 

Co 7 npounds ivitli acids. In some cases anthocyanins appear to form 
definite compounds with acids (Willstatter’s oxoniiim salts), since such 
compounds occur in crystalline form. Grafe (222) obtained the antho- 
cyanin from Pelargonium in combination with two molecules of acetic 
acid as a crystalline substance. Willstatter (245) also obtained both 
anthocyanin, and the corresponding anthocyanidin, in combination 
with hydrochloric acid as crystalline compounds. 

Spectrum of anthocyanin, A considerable amount of attention 
has been devoted to the spectroscopic examination of flower and leaf 
pigments, Sorby (139, 144), Miiller (169), Engelmann (394), Lepel (151) 
and Formanek (186) may be mentioned as workers on these lines; 
but the results are of little value for identification, or otherwise, on 
account of the impurity of the products employed, that is the doubt 
as to the number of pigments present, etc. 

Willstatter (245) has distinguished various groups of aiithocjmnins 
by their different behaviour to reagents, though the observations do 
not pretend to include any kind of systematic classification. The 
following represent some of the classes: 

1. Red in acid solution, blue with soda and a blue precipitate 
with lead acetate; pigment readily isomerises to a colourless modifica- 
tion {Cenfmirea, Rosa, LalJiyrus), 

2. Red in acid solution, blue with soda and a blue precipitate with 
lead acetate; pigment decolorises less readily or not at all (Grapes, 
Bilberries, flowers of Delphinium), 

3. Yellowish-red in acid solution, blue with soda, red precipitate 
with lead acetate (Radish). 

4. Yellowish-red in acid solution {Pelargonium) and blue-red 
{Papaver)] both violet with soda and decolorised by isomerisation. 

5. Red in acid solution; with soda red in dense layers, blue-green 
in thin layers (Pinks) or red- violet to red-brown (Aster). 

6. Violet in acid solution, red with soda, red precipitate with lead 
acetate (Beet-root, Airiplex), 

The author (211, 212) has also made observations on crude extracts 
of anthocyanins from a very large number of flowers, using the colour 
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reactions given by various chemical reagents, i.e. sulphuric, hydro- 
chloric and oxalic acids, ammonia, caustic potash, lime water, ferric 
chloride, ferrous sulphate, potassium ferrocyanide, uranium, lead, 
copper and sodium acetates, stannous chloride and others. Although 
a certain amount of differentiation was possible on this basis of quali- 
tative reactions, it was soon found that there were too many aberrant 
and peculiar forms of pigment to arrive at any satisfactory classification. 

Before we close the chapter, there is yet another extract which may 
well be quoted from the writings of Boyle (107), since it dealt two 
hundred and fifty years ago with some of the phenomena which have 
formed the basis of Willstatter’s constitutional formulae for the cyanidin 
of the Cornflower, i.e. the reactions of anthocyanin with acids and 
alkalies, and its instability in water solution. 

Boyle writes: “There is a Weed, more known to Plowmen than 
belov’d by them, whose Flowers from their Colour are commonly calTd 
Bleiv-boitles, and Corn-iveed from their Growing among Corn. These 
Flowers some Ladies do, upon the account of their Lovely Colour, think 
worth the being Candied, which when they are, they will long retain 
so fair a Colour, as makes them a very fine Sallad in the Winter. But 
I have try’d, that when they are freshly gather’d, they will afford a 
Juice, which when newly express’d, (for in some cases ’twill soon enough 
degenerate) affords a very deep and pleasant Blew. Now, (to draw this 
to our present Scope) by dropping on this fresh Juice, a little Spirit of 
Salt, (that being the Acid Spirit I had then at hand) it immediately 
turn’d (as I predicted) into a Bed. And if instead of the Sowr Spirit 
I mingled with it a little strong Solution of an Alcali^iate Salt, it did 
presently disclose a lovely Green;... And I remember, that finding 
this Blew Liquor, when freshly made, to be capable of serving in a 
Pen for an Ink of that Colour, I attempted by moistning one part of 
a piece of White Paper with the Spirit of Salt I have been mentioning, 
and another with some Alcalizate or Volatile Liquor, to draw a Line 
on the leisurely dry’d Paper, that should, e’vn before the Ink was dry, 
appear partly Blew, partly Red, and partly Green*” , 
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THE ISOLATION AND CONSTITUTION OF ANTHOCYANINS 

Several general and rather vague views have been held as to the 
constitution of anthocyanin, without any particular experimental 
evidence. Thus Wigand (136) believed these pigments to arise by 
oxidation from a colourless tannindike chromogeii; Overton (333) 
considered them to be tannin-like substances combined with sugar, 
and Kati6 (354)^ too, found that anthocyanin gave the reactions of a 
tannin. Palladin (203), again recognised in anthocyanin a respiratory 
pigment, and yet other suggestions have been advanced by Filhol, 
Mirande and Combes. 

But in the following cases, definite isolation of the pigments lias 
been attempted, and analyses have been made; the methods and 
results, however, are so varied that a separate account is essential 
in each case. We may enumerate the cases thus: 

1849. Morot (122). Tiie flower-pigmont of Certtanrea Cycmvs. 

1858. CrMnard (129, 130). The colouring matter of wine, 

1877. Church (147). The pigment from leaves of CoJeim. 

1877. >Senior (148). The flower-pigment of Eosn galUca. 

1878. Gautier (149). The. colouring matter of wine. 

1889. Heise (167). The colouring matter of grapes. 

1892. Gautier (175). The pigment from red Vino leaves. 

1892. Gian (176). The flower-pigment of Althaea rosea. 

1894. Heise (178). The pigment from fruits of the Bilberry. 

1903. Griffiths (191). The flower-pigment of Pelargcmhm. 

1906 and 1909. Grafe (197, 209). The flower-pigment of Althaea rosea. 

, I91L Grafe (222). The flower- pigment of Pe/arj/omw/n 

1913 and 1914. Wholdale (244, 254). The flower- pigment of Atitirrkhrum fmipis, 

1913. WilLstatter (245). The flower- pigment of Cemtunrea Cyan vs. 

1914. Willstiltter (256, 257). The flower- pigment of Belphinimn. 

' . ,,!»?y ' »» J9 Hollyhock 

'>' >? ^ ' ' 'f- ' „ Fdmgemmm. • ' 

’ ' y . ^ ‘•(•ii „ Eosa galUca. 

‘ »» ' ' '''Thepigment from fruits of the Bilberry; 

”, ' ” ,,,, ' ' ' . , ■ ^ ' W. . y „ , Cranberry. 

from grapes. 
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Morot (122), 1849. The flower-pigment of Centaurea Cyanns, 

The pigment wa'fe prepared by pouring a water extract of the flowers 
into alcohol. The blue flakes of the precipitate, when collected and dried, 
formed a blue powder, which, on analysis, gave the following results : 



0 

H 

0 

(i) 

36-62 % 

5-04 % 

58-54 % 

(ii) 

38-76 % 

5-30 % 

55-94 % 

(Hi) 

37-00 % 

5-24 % 

57-76 % 

(iv) 

37-03 % 

5-26% 

57-71 % 


Glenard (129, 130), 1858. The colouring inatter of wine. 

The pigment was prepared by first adding lead acetate to wine. 
The blue precipitate of the lead salt was then treated with ether con- 
taining hydrochloric acid gas, which set free the pigment. The latter 
was then extracted with rectified spirit, the solution evS^porated, and 
water added which precipitated the pigment in red flakes, since it is 
scarcely soluble in water. The product was not crystalline ; on analysis 
the results were: 

0 H 0 . 

From anthocyanin ... 57*02 % 4*89% 37*89 % 

Calculated for CgHO ... 57*1 % 4*8 % 38*1 % 

The pure lead salt was also prepared by adding lead acetate to 
a. dilute alcoholic solution of the pigrhent. The product, washed and 
dried at 120°, gave: 

C H O 

Lead salt of pigment ... 59*67 % 4*49% 35*84% 

Calculated for ... 59-71 % 4*47 % 35*82 % 

Hence Glenard gave to the pigment, which he termed oenoline, 
the formula C20H9O9 . OH, and to its salt, the formula CgoHgOg , PbO. 

Church (147), 18J7. Pigment from the leaves of Coleus. 

The pigment wus extracted with cold alcohol acidified with sulphuric 
acid; the acid was then precipitated with baryta, and the solution 
concentrated. The product was further purified by extraction with 
alcohol and precipitation of the alcohol solution with ether or water. 
Church termed the pigment colein and gave it the composition C10H19O5 ; 
its lead salt he expressed as CgoH^sPbOjo* 

Senier (148), 1877. The fhwer-pigment of Eosa gallica. 

The dried petals were first digested with ether, and the pigment 
then extracted with alcohol and precipitated mth lead acetate. The 


60 


THE ISOLATION AND 


[CH. 


lead salt was decomposed either by sulphuretted hydrogen or sulphuric 
acid. Microscopic crystals of the sodium, potassium, and aimnonio- 
sodium and potassium salts were obtained by evaporating the pigment 
with alkali in a drop of alcohol. Senier gave to the lead salt, as a result 
of several analyses, the compositibn Pb2C2iH29O30. 

Gautier (149), 1878. The colouring malter of trine. 

Gautier was of the opinion that the colouring matters are formed 
from tannins w-hich become red on oxidation. He also suggested that 
homologous series of colouring matters exist, such as CgoHgoOio, CgjHaoOjfl. 
etc., and that each variety of Vine contains one or more members of 
the series. The method he employed for isolation was to decompose 
the lead salts of the pigments with hydrochloric acid ether, and then 
to take up w;ith alcohol and to precipitate with water. It has been 
shown later by Heise that Gautier’s pigments were mixtures. 

Heise (167), 1889* The colouring matier of graces. 

Heise maintains that there are two pigments present in the skins 
of purple grapes. One, soluble in alcohol, which he termed B, is 
chiefly responsible for the colour ; the other, almost insoluble in alcohol, 
he termed A. In wine, the soluble pigment B is said to be converted 
by oxidation into A, which is then precipitated from the wine. 

The method described for the isolation of the pigments is to preci- 
pitate the extract of fresh skins with lead acetate. The mixture of 
the lead salts is then decomposed with hydrochloric acid ether, washed 
with ether, taken up with methyl alcohol and precipitated from the 
alcohol solution by adding ether. The product is again taken up iu 
alcohol and poixred into water. The precipitate so formed is a nuxtiire 
of the two pigments which can then be separated by digesting the dried 
product with absolute alcohol in the cold. Heise devises two methods 
for separating the pigments. (1) The mixture of the pigments already 
isolated is treated as above with absolute alcohol ; B goes into solution, 
whereas A is insoluble. (2) The lead salts of the isolated pigments 
are treated with acetic acid ; , the lead salt of B is soluble in that solvent : 
the salt of A insoluble. 

Pigment A is a brown-black substance, insoluble in absolute alcohol, 
ether, water and acetic acid; but in alcohol containing a trace of acid 
it is soluble to a red solution, ' , , . , 

Pigment B is soluble in alcohol to . a brownish solution which, on 
addition oPapid^^ becomes red violet. 
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Heise is, apparently, not able to suggest any formulae for the pig- 
ments oil the basis of analysis. 

Gautier (175), 1892. The figment from red Vine leaves. 

The extract of the pigment from the Vine leaves was precipitated 
with neutral lead acetate until the colour of the precipitate becomes 
blue. This first precipitate was then separated off, and precipitation 
continued with the formation of a dark-green precipitate. The latter 
precipitate was then decomposed with sulphuretted hydrogen, treated 
with ether and taken up in 95 % alcohol. A red product was obtained 
consisting of two substances and having, it is said, the characteristic 
properties of a tannin. These substances are termed by Gautier 
ampelochroic acids; one was found to be insoluble in cold water 
(a-ampelochroic acid): the other soluble (jS-ampelochroic acid). 

a-amj)elochroic acid. After washing away the jS-pigment with cold 
water, the insoluble residue was taken up in hot water from which, on 
cooling, the pigment separated out as a red crystalline powder. On 
analysis the results were: 

OHO 
56*43 % 3*96 % 39*61 % 

from \vhich the formula is derived. 

According to Gautier, the a-acid is dibasic, and the normal lead 
salt is dark green. The pigment is soluble in hot w^ater and cold alcohol, 
but is insoluble in ether. With ferric salts it gives a green-black 
coloration. 

/3-ampelochroic acid. This is the portion soluble in cold water; 
on slow evaporation, red crystals are deposited. The product is soluble 
in w^ater; the solution precipitates gelatine, and gives a violet-black 
coloration with ferric salts. On analysis the results w^ere: 

0 HO 

(i) 53*89 % 4*34% 41*77% 

(ii) 53*96 % 4*29 % 

with which the two following formulae agree most closely ; 

After determination of the molecular weight by means of the neutral 
zinc ^salt, Gautier decides in favour, of the formula 

From the first precipitate originally obtained with lead acetate, 
Gautier extracted by similar methods a third pigment-- y-ampelo- 
chroicacid; to this he gave the formula It is described as 
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a brown powder, very soluble in water, and having the properties of 
a tannin. Gautier, in fact, considers all three acids to be coloured 
tannins. 

Gian (170), 1892. The flower-pig nmU o/ Althaea rosea. 

The petals, after treatment with petrol ether, were extracted with 
alcohol ; the alcohol was distilled oli, .and the residue taken up in water 
and precipitated with lead acetate. The lead salt was then decomposed 
with sulphuretted hydrogen, and after concentration, the residue was 
extracted with alcohol and the solution poured into ether, from which 
the pigment separated out in red flakes. In properties it is a dark red 
powder, insoluble in ether, chloroform, etc., and soluble in water and 
alcohol. It gives a green colour with ammonia and alkaline carbonates, 
a blue pigment wnth normal, and a green precipitate with basic lead 
acetate. When the pigment is heated with dilute sulphuric acid, 
sugar is split off, and the sugar-free product is insoluble in water. 

The composition of the pigment before heating with sulphuric acid is : 


c 

H 

0 

4843 % 

6-18 % 

45-39 % 

and after heating with acid: 



C 

H 

0 

5446 % 

5-81 % 

39-37 % 


When the solution of the pigment in sulphuric acid is neutralised 
with potash, a neutral potassium compound of the pigment separates 
out in blue flakes. The potassium salt has the following composition: 

0 H 0 K 

48-32 % 5-62 % 39-73 % 6-32 % 

Heise (178), 1894. The pigment from frutls of the Bilberry. 

The pigment was first precipitated with lead acetate, and the lead 
salt was then decomposed with hydrochloric acid ether. After drying, 
the residue was taken up with methyl alcohol and precipitated with 
ether. This product was found to consist of two substances, one of 
which occurs in excess, and is separated from the other by its solubility 
in acidified water. There are two methods of separating the two 
pigments (termed A and B). (1) The mixture is warmed with water- 
acidified with hydrochloric acid; 5 go« into solution, A does not; 
The pigment B can be purified again b;^ precipitating with lead acetate, 
decomposing with hydrochloric add ether, taking up with methyl 
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alcoliol and precipitating with ether. (2) The lead precipitates are- 
heated with acetic acid, in which the lead salt of B is soluble, wdiereas 
that of A is insoluble. Heise gave to B the formula 
heating B with dilute hydrochloric or sulphuric acid, A was formed 
together with sugar. Hence Heise concluded that 5 is a glucoside. 
The decomposition of the glucoside is represented as follows: 

C A0x2 + H,0 + C,H,A 

The pigment B is described as a reddish-violet powder, soluble in 
water, alcohol and acetic acid, insoluble in ether, benzene, chloroform 
and carbon bisulphide. It reduces Fehling’s solution: gives a bluisln 
green precipitate with lead acetate, and an intense red colour with acids. 

The pigment A is a dark brown powder : it is soluble in 60 % 
alcohol to a red-brown solution, or m acid alcohol to a red solution; 
it is insoluble in cold water (either neutral or acid), in absolute methyl 
or ethyl alcohols, chloroform, ether and carbon bisulphide. The re- 
actions of A varied, but were on the whole as follows : dirty bluish-green 
colour with ammonia, dirty green precipitate with lead acetate and a 
black precipitate with ferric acetate. On fusion with caustic potash, 
protocatechiiic acid was identified as a product of decomposition. 

Griffiths (191), 1903. The jiower-ingrmnt of Pelargonium. 

The pigment was extracted with alcohol and the solution gave, 
on evaporation to dryness, a crystalline substance. The analyses of 
■ the results w^ere: 

OHO 

From anthocyaniii ‘ 62*85 % 3*53% 33*62 % 

Calculated for CisHioOo ... 62*93 % 3*4:9% 33*68% 

An acetyl derivative was obtained by heating the pigment with 
acetic anhydride and sodium acetate; it crj^stallised from methyl 
alcohol in red needles melting at 125*^ C. If potassium acetate is added 
to a hot alcoholic solution of the pigment, orange prisms are obtained. 
An analysis of the potassium salt gave the following result; 

K ,21*50 % 

Calculated from Ci 5 pIgOgK 2 * - 

K 21*54 % 

Gra-fe (197, 209), 1906, 1909. The ftotver-pigment o/ Althaea rosea. 

Preliminary experiments showed that the extraction of the petals 
with water or dilute acid is impracticable, since so much mucilage is 
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present in these solutions. Hence the pigment was extracted from the 
dried petals with absolute alcohol; the greater part of the alcohol 
was then distilled off, an equal volume of water added, and the solution 
precipitated with basic lead acetate. The green lead salt was suspended 
in water, acidified with hydrochloric acid, decomposed with sulpliiiretted 
hydrogen, and filtered from lead sulphide. The deep red filtrate was 
neutralised and left to evaporate: a dark red metallic powder remained 
which was taken up in acetone and poured into a large quantity of ether, 
whereupon the pigment separated out in granular plates. The product 
was then treated with absolute alcohol, in which only a part was soluble, 
the remainder being soluble in water. 

To the alcohol solution enough ether was then added to precipitate 
the pigment as a brown precipitate, which was filtered of! and taken 
up again in absolute alcohol. After evaporation, the alcohol-soluble 
pigment was deposited in tiny crystalline plates of a deep red colour. 

. The water solution was evaporated in vamo and the residue taken up 
again in a little acidified water, from which it was deposited as a granular 
amorphous mass (the water-soluble pigment) which would not crystallise, 
but gave concordant combustion results. 

• The results of analysis of the two pigments were as follows: 




C 


H 



0 


The portion soluble in alcohol 

60' 

•10 

0/ 

/O 

5-G2 

% 

34- 

•28 

0/ 

/o 

Calculated for Ci 4 Hiq 0 q 

60' 

■00 

0/ 

/o 

5-72 

% 

34- 

•28 

0/ 

/o 

The portion soluble in water 

SO- 

■11 

0/ 

/o 

G-1-8 

0/ 

/o 

43- 

■41 

0 / 

/o 

Calculated for CaoHgoO^g ... 

SO- 

21 

/o 

6-27 

/o 

43- 

■52 

0/ 

/o 


Determinations of the molecular weights were made by the lowering 
of the freezing point of phenol. The results were : 

Molecular weight of the pigment soluble in alcohol ... 274 

Calculated for 280 

Molecular weight of the pigment soluble in water ... 460 

Calculated for CgoHgoO^^g 473 

Grafo considers that the two pigments are related in the following 
way: , ^ ■ ' ' 

C2oH3oO, 3 + HgO Ci,H,eOg + 

since the portion soluble in water reduced Eehling’s solution, whereas 
the portion soluble in alcohol did not; also dextrose could be split off 
from the larger molecule by heating the substance in acid solution. 


Ilifc 
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Further investigations were first made upon the water-soluble 
portion. The potassium salt was prepared by acidifying the water 
solution of the pigment with sulphuric acid, and bringing to the neutrali- 
sation point with dilute potash. On standing, the potassium compound 
of the pigment was obtained as a blue-green precipitate. It ■was found 
to contain 13*28 % of potassium which, according to Grafe, agrees 
fairly well with 14*08 % of potassium calculated on the iypothesis that 
the pigment is a dibasic acid of the formula C^oH^oOjg. . 

The pigment, as in .the case of other anthocyanins, was found to 
be decolorised on the addition of either a solution of sulphur dioxide 
in water, or a solution of sodium bisulphite. Grafe does not consider 
this to be a reduction process, since the red colour does not return on 
standing in air, but on addition of a stronger acid. He considers it 
rather to be due to the formation of an additive compound with the 
aldehyde groups present in the anthocyanin molecule. In the formation 
of these compounds, certain double dinkings are destroyed, thereby 
depriving the substance of colour. 

The sodium bisulphite compound of the water-soluble pigment was 
prepared by adding the salt to an alcoholic solution of the pigment. 
The alcohol was then driven ofi, and the residue, after purification 
from sodium bisulphite, was distilled in vacuo. At about C. 

there came over a colourless oily substance distilling with difficulty, 
which showed a violet-red coloration with a trace of acid. The number 
of aldehyde groups in the anthocyanin was determined by estimating 
the sodium bisulphite as sulphate, after oxidation with bromine. The 
results showed that one molecule of sodium bisulphite combines with 
one molecule of anthocyanin indicating that one aldehyde group is 
present in the molecule of the water-soluble pigment. 

In order to find out whether the sodium bisulphite causes any change 
in the anthocyanin molecule, some of the bisulphite compound was 
decomposed with acid, the solution neutralised, evaporated to dryness, 
and taken up with acidified alcohol ; on evaporation, a red granular 
mass was deposited which gave the same combustion results as the 
original substance. 

The acetyl derivative of the portion soluble in alcohol was made 
by treating the pigment with acetic anhydride and anhydrous sodium 
acetate, and pouring into water in which the derivative is insoluble. 
The acetyl compound came, down in red crystals from methyl alcohol. 
The results of hydrolysing, and estimating the acetic acid, indicated the 
presence of two hydroxyl in the pigment molecule. 
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In an alkali melt of the alcohol-soluble pigment, pyrocatechin was 
detected as one of the products of decomposition. 

Grafe (222), 1911. The jioioef-figmenl o/ Pelargonium. 

Molisch (104) had already shown that when Pelargonium petals 
are mounted in glacial acetic acid on a slide, and covered with a cover- 
slip, very fine crystals are formed both in the cells and in the solution 
on the slide. After several preliminary trials had been made, the 
follomng was considered by Grafe to be the best method for dealing 
with material on a large scale. The juice is squeezed out of the petals 
by means of a press ; the dry residue is treated with glacial acetic acid 
for several days, and then filtered off. Both juice and filtrate are shaken 
up with ether, and the yellowish ethereal layer separated. Glacial 
acetic acid is added to the juice, and it is mixed with the filtrate, and 
the mixture again filtered. The filtrate is then dialysed, and this 
process separates the anthocyanin into two components ; the dialysate 
is deep yellow-red in colour, and deposits groups of crystals on evapora- 
tion, while the liquid within the membrane is dark red in colour, and 
does not crystallise. The separation, however, can be made in another 
way. By adding ether to the filtered glacial acetic extract, a browm 
flaky precipitate is deposited. The filtrate is yellowish-red and gives 
crystalline anthocyanin; the precipitate is readily soluble in water, 
to which a little alcohol has been added, to a brown- violet fluid which 
will not crystallise. If, also, to the glacial acetic extract, lead acetate 
solution is added, a dense violet precipitate is formed, and the deep 
red filtrate gives no further precipitate with lead acetate, neither will 
it crystallise. The lead precipitate can be decomposed either with 
sulphuric acid, or sulphuretted hydrogen, and the solution of pigment 
therefrom crystallises in characteristic rosettes of needles. 

If the glacial acetic extract is dialysed, and the acid removed from 
the dialysate by diminished pressure, a white crystalline precijpitate 
is formed, while the colour of the fluid becomes lighter. A microscopic 
examination of the fluid shows a number of colourless crystalline plates, 
together with a few rosettes of anthocyanin needles. 

The crystalline anthocyanin is also unstable and liable to give rise 
to the amorphous form. 

The crystalline product was first investigated. It is soluble with 
diflSculty , in absolute alcohol, but readily soluble in acetone. It 
crystallises from acetic acid in good rosettes of crystals which are 
very hygroscopic. If warmed, they give rise to the colourless crystalline 
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product. The pigment itself decomposes and melts at 270'' 0. It 
gives a deep red colour with acids, even with a trace ; with alkalies 
and ammonia, a greemsh“red fluorescent solution : with ferric chloride, 
a blue-violet coloration. The red colour of the pigment is changed to 
yellow on standing, or by boiling with hydrogen peroxide. 


An analysis of the substance, 

dried in air, 

gave: 





C 

H 


0 


From anthocyanin 

46-34 % 

5-87 % 

47- 

79 

% 

Calculated for 






+ 2 CPI 3 COOH 

46-31 % 

5-96 % 

47- 

73 

% 

After drying in vacuo over caustic potash: 






0 

H 


0 


From anthocyanin 

48-69 % 

5-10 % 

46 

-21 

0 / 

/o 

Calculated for ... 

48-00 % 

6-78 % 

46 

-22 

0 / 

/Q 


The molecular weight, found by the lowering of the freezing point 
of phenol, was 437, and calculated for CigH 260 i 3 it would be 450. 

The number of hydroxyl groups was determined by means of the 
acetyl derivative which was prepared by boiling the pigment with acetic 
anhydride. The acetyl derivative crystallises in brown crystalline 
plates from ethyl acetate. To ascertain the number of hydroxyl 
groups, the derivative was hydrolysed with barium hydroxide, the acetic 
acid distilled off, and estimated by means of barium hydroxide. For 
the molecular weight assumed, the result corresponded with the presence 
of two hydroxyl groups. The number of carboxyl groups was found 
by making the potassium salt of anthocyanin by exact neutralisation, 
and estimating the potassium. For the molecular weight assumed, 
the result corresponded to three carboxyl groups. 

A sodium bisulphite compound was obtained by shaking an alcoholic 
solution of the pigment with a concentrated solution of sodium bisulphite. 
The product formed a pale yellow, extremely unstable, crystalline 
mass, which was soluble in water, and insoluble in ether, chloroform, 
carbon bisiilphide and amyl alcohol. The product is regarded by Grafe 
as an additive compound with an aldehyde group in the pigment, and 
the anthocyanin colour returns on addition of a trace of a stronger 
acid. The aldehyde groups were determined by allowing a known 
amount of sodium bisulphite solution to react with the pigment, and 
then estimating the excess of bisulphite used. The result was also 
confirmed by .oxidising the anthocyanin bisulphite, aiid estimating the 
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sulphate formed as barium sulphate. Both methods gave numbers 
indicating the presence of two aldehyde groups. In the opinion of 
Grafe, it is the aldehyde groups which determine the colour in the 
anthocyanin. An alkali melt was made of the pigment, and pyro- 
catechin was identified as one of the products of decomposition. The 
formula for anthocyanin is then represented by Grafe as 

0 , 3 H, 303 (OH),(COOH) 3 (COH),. 

An analysis was also made of the colourless crystalline products 
which are formed when acetic acid is driven oil from the acetic acid 
solution of anthocyanin. The colourless crystals are soluble in water, 
alcohol and ether. The substance was identified on analysis, etc.., 
as protocatechuic acid. Some doubt is expressed by Grafe as to whether 
this substance is a decomposition product, or whether it is. present as 
impurity. 

.The amorphous anthocyanin was next investigated. This product 
forms the principal part of the total pigment extracted. After drying, 
it is soluble with difficulty in water, but readity soluble in dilute alcohol. 
With acids it gives a less bright colour, than the crystalline form : with 
alkalies, a greenish-brown colour, while sodium bisulphite removes the 
colour. 


The analyses gave: 

From anthocyanin ... 
Calculated from C 24 ll 4402 () 


’ 0 

43- 78 % 

44- 17 % 


H 

6-22 % 
0-75 % 


0 

50-0 % 
49-08 % 


The molecular weight was determined in phenol, and found to be 
663 as compared with 652 calculated for C 24 H 44 O 20 . 

This latter product was found to be a glucoside, and dextrose was 
identified as one of the products of hydrolysis with acid. Grafe suggests 
that the relationship between the two pigments may be represented 
thus : 

+ H2O ==; + O43H34O45 

(amo.rplious) ' 


C1SH34O45-4H2O + O2: 


(crjstaUme) 


He is also of the opinion that the amorphous form arises by changes 
induced in the crystalline, rather than versa^ since the crystalline 
is never, produced from the amorphous, but the latter may arise from 
the forffi^l'' ' ‘ 
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Wheldale (244, 264), 1913, 1914.. The floioer-pigmmt of 

AntirrMnum majus. 

Tlie anthocyanin pigment, as in most flowers, is only present in 
the epidermis, while the inner tissues contain a flavone, from which, 
we have reason to believe, the anthocyanin is derived. Pigment was 
prepared separately from the following varieties (see p. 160) : magenta 
(various shades together), ivory tinged with magenta, crimson, rose 
dore (various shades) and bronze (various shades). In the magenta 
and rose dore series, apigenin is present in addition to anthocyanin; 
in the crimson and bronze, both apigenin and a second pigment, luteolin 
(see p. 114). All the flowers have, in addition, a patch of deep yellow 
pigment on the palate. The latter pigment can be eliminated, if desired, 
by tearing away the lower half of the flower, and using the upper half 
only for extraction ; this device was adopted in the preparation of some 
samples of pigment. Thus, in any method of extraction, we have to 
deal, not only wuth an anthocyanin pigment, but also with one or more 
accompanying flavones. Two anthocyanins were found to be respon- 
sible for the colour varieties, viz. a true red anthocyanin in the rose 
dor6 and bronze series, and a magenta (blue-red) anthocyanin in the 
magenta and crimson series. The following method was employed 
for obtaining the pigment in quantity. 

The flowers are boiled with water in saucepans, and the water 
extract filtered through large filters into lixiviating jars. The antho- 
cyanins and flavones are then precipitated as lead salts by adding solid 
lead acetate to the hot solution until no more precipitate is formed. 
(The colour of the precipitates varies according to the flowers used; 
it is blue-green for full-coloured magenta, yellow-green for tinged ivory, 
dirty red for rose dore, and so forth. The colour of the lead salt of the 
anthocyanin is obviously modified by the amount and colour of the 
lead salts of the accompanying flavones.) The lead precipitate is 
filtered off, a vacuum pump being used for filtration ; the solid cake of 
lead salt is then decomposed with 5-10 % sulphuric acid. The , lead 
sulphate is filtered off, and a bright red solution of the pigments is 
obtained. This solution contains all the pigments in the flower used, 
both anthocyanin and flavones, in the form of glucosides in dilute acid 
solution. The solution is now boiled in a large Jena, flask, fitted with a 
reflux condenser, for several hours. On cooling, the anthocyanin and 
flavones, now less soluble andt no longer in the form of glucosides, 
separate out as a . dark purplish- or . brownish-red powder, according 
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to the flower-colour used. The crude pigment is filtered off through 
as small a funnel as possible by means of a vaciiimi ptxmp, washed, 
and dried over calcium chloride. The well-dried pigment is then 
finely ground, and placed in a Soxhlet thimble. The thimble is sus- 
pended just above the surface of ether contained in a wide-necked 
Erlenmeyer flask fitted with a condenser, and the ether kept boiling 
upon an electric heater. This process is continued until the ether 
ceases to extract any yellow colour. In this way the anthocvaiiins are 
obtained practically free from flavones, since the latter are soluble 
in ether. The anthocyanin residue in the thimble is then taken up in 
absolute alcohol, and filtered, and is, in this way, freed from a quantity 
of brown substance, which is insoluble in alcohol, and which is probably 
formed during the hydrolysis of the glucoside with sulphuric acid. 
The absolute alcohol solution, evaporated to its minimum bulk, is 
then poured into a large volume of ether, and the anthocyanin is 
, precipitated, but any flavone present as impurity is retained in solution. 
The dried precipitate of anthocyanin is again extracted with ether 
to remove traces of flavone. The method of precipitation gives better 
results, as regards the purity of anthocyanin, than crystallisation, for, 
on crystallising a mixture of anthocyanin and flavone, both substances 
crystallise out together, and one is unaware of the presence of flavone 
in the product obtained. 

The two forms of anthocyanin, red and magenta, were extracted 
and purified in this way from the flowers of different varieties of 
Aniirrhinu7n mentioned above. 

Pure red anthocyanin is an indian-red pow^der. It is readily 
soluble in absolute alcohol, almost insoluble in water, and slightly 
soluble in dilute acids and ethyl acetate; insoluble in ether, chloro- 
form and benzene. In concentrated sulphuric acid it forms a reddish 
solution with a slight green fluorescence. It is soluble in alkalies 
to a greenish-yellow solution. With ferric chloride it gives a 
brownish-green coloration. With lead acetate, a browmish-yellow 
precipitate. 

Pure magenta anthocyanin is a magenta-red powder with similar 
properties and solubilities to the red. In concentrated sulphuric acid 
it gives a red solution with a slight greenish fluorescence. It is soluble 
to a green solution in alkalies. With ferric chloride solution it gives 
a brownish-green coloration. With lead acetate it forms a greenish- 
black precipitate of a lead salt. In alkaline solutions it is strongly 
fluorescent, green by transmitted, red by reflected light. 
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The results of combustion, of the pure anthocyanin were: 




c 

H 

0 

Red anthocyanin : 

from rose dore 

51-93 % 

5-02 % 

43-05 % 

3» ? .!! J , 

„ bronze 

51-37 % 

5-05 % 

43-58 % 



52-12 % 

4-97 % 

42-91 % 

Magenta ,, 

„ magenta 

50-26 % 

4-89 % 

44-85 % 


„ ivory tinged 




v;'; 

with magenta 

50-68 % 

5-54 % 

43-78 % 

J? 71 

from crimson ... 

60-66 % 

4-90 % 

44-54 % 


Attempts were made to determine the molecular weight by depression 
of freezing point, using phenol as a solvent, but the results, though 
consistent for a series of experiments, were obviously far too low. 
Acetic acid, and various other solvents, did not dissolve enough of 
the pigment to give measurable depressions. Attempts to determine 
the molecular weight by elevation of the boiling point in absolute 
alcohol gave.anean values of 672 for the red, and 717 for the magenta. 
The elevation of the boiling point was so slight that the error in the 
value obtained may be very considerable. 

The combustion results give, as simplest formulae, C;i 5 Hi 30 jQ for the 
magenta, and CgH^O^ for, the'' red. The boiling point determination 
of the molecular weight would appear to indicate that the molecule 
is 2 (Ci 5 H;^g 03 o)? i-€i. C 3 oH 3 e 02 o, which has a molecular weight of 716 
for the magenta, and 3 (CgH^Og), i.e. C 24 H 27 O 25 J which has- a molecular 
weight of 555 for the red. 

An attempt was made to estimate the number of hydroxyl groups 
present in the anthocyanin molecule by means of Zerewitinoff’s modifi- 
cation of Hibbert & Sudborough’s method. This consists in dissolving 
the substance in thoroughly dried pyridine, treating it in a suitable 
apparatus with a considerable excess of methyl magnesium iodide, and 
collecting the gas evolved. Each hydroxyl group causes the evolution 
of a molecule of methane. It should be noticed that 'hydroxyl groups,’ 
as determined by this method, include those forming part of the carboxyl 
groups, and also such ketone groups as can give rise to hydroxyl by 
tautomeric change. The values obtained indicate that the red antho- 
cyanin, taking the formula as contains twelve hydroxyl groups 

as defined above,, while the magenta, taking the formula as CgQHg^jOgQ, 
contains fifteen hydroxyl groups. 
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Willstatter (245), 1913. The floiver-pigment of Centaiirea Cyaiiiis. 

In Centmirea flowers, according to Willstatter, there are three 
modifications of one anthocyanin pigment : a purple pigment (cyanin), 
which is itself a free acid ; a blue pigment, which is the potassium salt 
of the purple, and which constitutes the greater part of the colouring 
matter of the flower; a red pigment, which is the oxonium salt of the 
■purple with some organic acid (other oxonium salts can be obtained 
artificially with inorganic acids, such as hydrochloric acid). Cyanin, 
moreover, isomerises to a colourless form 'which is an acid too, and 
forms colourless alkali salts^; there is also a colourless isomer of the 
blue pigment. When the anthocyanin of the flower is extracted with 
water, the deep blue solution rapidly loses its colour; this is due to 
the above isomerisation, and the colourless solution, on addition of 
acid, will become as red as a solution of the original blue pigment would 
on acidification. The red modification also loses colour in absence of 
acid, i.e. if sufiiciently diluted with water or alcohol. On concentration, 
a colourless solution will return to its original colour, blue, red or violet, 
as the case may be. 

For preparation of the blue pigment on a large scale, dried flowers 
ground to a fine powder were employed. The blue pigment can be 
extracted rapidly with water or very dilute alcohol, but change to the 
colourless isomer tends to take place. This change can be prevented, 
ho'wever, by addition of much sodium nitrate or chloride to the pigment 
solution. The cyanin salt can then be precipitated from the winter 
solution with alcohol in which it is insoluble. It is further purified 
by fractional precipitation with alcohol from water solution. 

Cyanin is a glucoside, hut on hydrolysis it gives the free pigment, 
cyanidin, and sugar. The pigment, cyanidin, like the glucoside, cyanin, 
forms crystalline oxonium salts with hydrochloric acid. 

The method of isolation of the blue pigment, in greater detail, is as 
follows. The powder of ground flowers is mixed with sand, extracted 
with , water or 20 % alcohol, and filtered, and finely powdered sodium 
nitrate is added. The deep blue solution is then mixed with 96 % 
alcohol (2’5 vols. alcohol rTvoL extract), and the pigment is preci- 
pitated out in blue flakes, which are separated by a centrifuge. The 
pigment is further purified by taking up in water, and precipitating 

^ Pas Cyanin isomerisiert sick zu eiaer farblosen Modifikation, welcke gleiokfails 
saner ist nnd farblose Alkalisalze Tke., alkali salts of tlie isomer are, bowever, 

definitely statedHo fee yellow later in the paper* 
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with alcohol. For the exact sequence of operations, the original paper 
should be consulted. The filtrate from the precipitates contained 
much of the colourless isomer. The pigment was also extracted by 
another method in which the use of sodium chloride or nitrate was 
eliminated. This is necessary if one wishes to obtain the naturally- 
occurring cyanin salt, for if the method first described is employed 
the sodium replaces the potassium originally present. In the second 
method, the flower powder is mixed with sand, and extracted with dilute 
alcohol (80 vols. water : 20 vols. of 96 % alcohol). It is then filtered 
and precipitated with alcohol (3 vols. of filtrate : 5 vols. 96 % alcohol), 
and the precipitate separated by a centrifuge. All the operations should 
be carried out as rapidly as possible in order to avoid isomeric change. 
The crude pigment was again purified by reprecipitation. It was 
found that the product obtained by the first method contained sodium 
nitrate as impurity. This was removed by extracting with 75 % 
alcohol, in which the impurity is soluble, though not the pigment. The 
product was, however, still further purified by precipitation, and in 
the end contained both sodium and potassium, the former as a result of 
the use of sodium nitrate. The product obtained by the second method 
(i.e. when the use of sodium salts for protection against isomerisation 
was avoided), after purification, contained no sodium. 

By dialysis of the cyanin salt in a 20 % sodium chloride solution, 
dark blue crystals were obtained. These Willstatter regards as an 
addition product of the cyanin salt with sodium chloride. 

With regard to properties, the blue cyanin salt is insoluble in alcohol, 
but soluble in water ; a concentrated water solution shows loss of colour 
only after a day or two, but a dilute solution decolorises in an hour or 
so. The isomerisation, as already mentioned, is best prevented by 
sodium chloride or nitrate, but potassium nitrate or chloride has 
little or no efiect. The pure blue product shows practically no change 
in colour on addition of a little sodium hydroxide solution, but a solution 
of pigment which has stood becomes blue-green, or green-blue, on 
account of the presence of the colourless modification. 

The next operation was the preparation of a crystalline salt of 
cyanin with hydrochloric acid. The cyanin alkali salt, obtained by 
the methods described, is dissolved in 20 % hydrochloric acid. From 
this solution, some accompanying carbohydrates (pentosans), which are 
present as impurity, are precipitated by addition of absolute alcohol. 
After filtration, the pigment chloride is precipitated by ether. The 
crude product is then taken up in absolute alcohob which frees it from 
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colloidal substance and other impurities. The purified alcoholic solu- 
tion is then acidified with strong hydrochloric acid, and concentrated in 
a vacuum desiccator. Cyanin chloride separates out as an amorphous 
product which is soluble in both alcohol and water to a bright red 
solution ; the solution becomes rapidly paler, but in absolute alcohol, 
the loss of colour is much less rapid than in the presence of water. To 
obtain the crystalline form, the amorphous product is dissolved in 
absolute alcohol, filtered, and mixed with a third of its volume of a 
7 % solution of hydrochloric acid in water, and set to crystallise. The 
crystals are deep blue rhomboidal plates with a golden lustre: in a 
powdered form, the colour, is brown-red. The chloride crystallises out 
with three molecules of water of crystallisation, and the formula obtained 
by elementary analysis is 02gH3303,7Cl . SH^O. The water-free product 
on analysis gave C28H3303^7CL The crystalline cyanin chloride is almost 
insoluble in water, soluble with difficulty in cold alcohol, acetone and 
chloroform; insoluble in benzene; slightly soluble in dilute hydro- 
chloric and sulphuric acids. It is stable in acid solution: in water 
solution it decolorises, with the formation of the isomer, especially 
if dilute, but the colour returns on acidification. The colourless isomer 
is also formed by warming with absolute alcohol ; such a solution then 
gives with lead acetate a green precipitate, on account of the mixture 
of the blue salt of the pigment with the yellow alkali salt of its isomer. 
Pure cyanin chloride gives with calcium carbonate a violet solution ; 
with sodium hydroxide, a blue solution; with lead acetate, a blue 
precipitate, which gives a green lead salt on standing ; and with sodium 
carbonate, a violet colour which eventually becomes yellow. The 
chloride is reduced with zinc and hydrochloric acid, and also decolorised 
with sodium bisulphite, the .colour in the latter case returning on 
addition of an acid. As a glucoside it reduces Fehling^s solution. 

The glucoside cyanin is rapidly hydrolysed with 20 % hydrochh)ric 
acid, cyanidin being formed which separates out as the chloride from 
the hot solution. The combined sugar was identified as glucose. The 
crystals, in the form of needles, , of cyanidin chloride are brown-red 
under the microscope, give a violet streak, and a brown-red powder. 
They have no water of crystallisation, and an elementary analysis gave 
the formula GjL6Hjt307CL The chloride is soluble in alcohol with a fine 
violet-red colour; it is also soluble with difficulty in dilute hydrochloric 
acid. ' It crystallises from a mixture of alcohol and dilute hydrochloric 
acid. It is also soluble in amyl alcohol, and when such a solution is 
shakep’'i^'th^ca^fe the pigment' goes' into the watery 
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layer with a blue colour. With sodium carbonate it gives a violet or 
blue colour (green when the colourless isomer is also present); with 
lead acetate, it gives a blue precipitate. 

The violet modification of anthocyanin was obtained apparently 
by precipitating a solution of cyanin chloride with lead acetate, and 
decomposing the lead salt with excess of sulphuretted hydrogen. On 
filtration and evaporation, the violet form of the pigment is obtained. 

The colourless modification of the pigment is soluble in ether; 
on evaporation of the ether it remains in the form of colourless crystals, 
which give an intense red colour on heating with hydrochloric acid. 
With alkalies it gives a yellow colour, but is apparently not a flavone 
(see p. 78). 

As regards the constitution of anthocyanin, Willstatter, in this 
first paper, is of the opinion that the pigment of Centaurea contains a 
nucleus of the following type, colour being due to the presence of the 
quinonoid and tetra valent oxygen : 


n 

o 


w 


OH 


the above would represent the violet pigment as an inner oxonium salt. 
Under certain conditions, as we have seen, a change readily takes place 
by tautomerism to a colourless isomer: 



which is really a flavone with an extra hydroxyl in position 2. 

The blue pigment in the plant is the potassium salt of the 
violet pigment, the position of the potassium being uncertain. 
If the cell-sap is alkaline, the blue salt predominates, or is alone 
present. 
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If there is excess of acid in the cell-sap, a red oxoniiim salt with an 
organic acid is formed. The crystalline salts with hydrochloric acid 
are regarded as artificial compounds of this kind : 


OCf 


HO-i 



In the presence of excess of water, both the red and the blue forms 
will pass to the colourless isomer, but in the case of the blue the tauto- 
meric change can be prevented by adding a neutral salt which forms an 
additive compound: 


ONOs 


NaO 





The chief argument against the above hypothesis is that fiavones 
of the above constitution are at plesent unknown. The analyses so 
far made only point to the existence of a definite hydrochloric acid 
compound, and indicate nothing as regards the constitution, the above 
suggestions being purely hypothetical Variations in this hypothesis, 
based upon later work, will be considered in the following paragraphs. 

Willstatter, in conjunction with Bolton, Nolan, Mallison, Martin, Mieg 
and Zollinger (256, 257), 1914. The floiver-pigments of Centaurea, 
Delphinium, Malva, Pelargonium ami Rosa gailica; fke fruii- 
figments of Vaccinium Myrtillus, Oranherry and Vifis vinifera. 

- Flower-pigment of Oentaurea, 

The statement made previously that the cyanin of Centaurea is 
decomposed on hydrolysis > into one molecule of cyanidin and two 
molecules of glucose is confirmed* ' But the formula originally 

given for cyanidin chloride^ is found to be incorrect' owing to the fact 
that the product was insufficiently dried. It is dound that reliable 
obtained’ aft^r, long 'drying in a Hghi vaeuum 


at 
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lOS"" 0. The formula is then found to be from the following 

analyses : 


From cyanidin chloride ... 

(i) 

c 

65-40 % 

H 

3-62 % 

Cl 

10-75 % 

Calculated for Gj^gHij^OeCl ... 

(ii) 

55-77 % 
55-81 % 

3-60 % 
3-41 % 

11-01 % 


Flower-pigment of Eosa gallica. 

This pigment is found to be a diglucoside of cyanidin. 

Figrmnt from fruit of Cranberry. 

This pigment — idaem— is found to be a galactoside of cyanidin, 
formed from one molecule of cyanidin and one molecule of galactose. 

Calculated for CjiHgiOnCl Found 

Galactose ... 37*2 ... 33-4 

Cyanidin chloride 66*6 ... 67*6 

Pigment (Oenin) from grapes. 

The method employed for preparation was as follows. The skins 
of dark blue grapes are extracted in the cold with glacial acetic, and 
the dark red filtrate precipitated with ether. A sticky precipitate is 
obtained which, after washing with ether, is put into an excess of water 
picric acid solution, and warmed for a short time. On cooling, the 
picrate crystallises out from the solution in long prisms of a fine red 
colour. By changing the solution to methyl-alcohol-hydrochloric acid, 
it yields the solution of the pigment chloride, which is precipitated with 
ether-petrol-ether and crystallised from water-alcohol-hydrochloric acid, 
in the form of hard beetle-green prisms. On hydrolysis, oenin decom- 
poses into oenidin — C^^^Hi^Oy — and one molecule of glucose. 

Pigment [Myrtillin) from the Bilberry (Vaccinium Myrtillus). 

The skins of the berries are used after being dried and ground. 
The pigment is extracted rapidly by warming with ethyl alcohol, which 
contains a small percentage of hydrochloric acid, and the solution is 
precipitated with ether. The precipitate, mixed with a large quantity 
of a colourless product, is separated, by taking up in water, from many 
of its impurities. By addition, with cooling, of a double weight of 
concentrated hydrochloric acid, the chloride is precipitated almost 
pure, and quite pure by repetition of the operation. For crystallisation, 
a third of its volume of 9 % hydrochloric acid is added to the solution 
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of the pigment in wood spirit ; on slow evaporation the pigment separates 
out in beautiful flat prisms. Myrtillin gives, on hydrolysis, one molecule 
of glucose and one molecule of myrtillidin — ^CigHi207. Myrtillin was 
also isolated from flowers of the Hollyhock {Althaea rosea). 

The following anthocyanins were also isolated, but no details are 
given of the methods. 

The flower-pigment of Delphinium — delphinin— which gives, on 
hydrolysis, two molecules of glucose, two molecules of p-oxybenzoic 
acid and one molecule of delphinidin — C15H10O7. 

The flower-pigment of Pelargonium — pelargonin — which gives, on 
hydrolysis, two molecules of glucose, and one molecule of pelargonidin 

The flower-pigment oi Malva — malvin — which gives on hydrolysis 
malvidin — O17H14O7. 

The chlorides of pelargonidin, oenidin and delphinidin are described 
as crystalline salts, insoluble in water, but, soluble in alcohol. In the 
glucosidal form, they give, with the exception of delphinidin, colourless 
isomers in water solution. The anthocyanidins isomerise less readily. 
The isomerisation is said to take place according to the following 
equation : 


Cj 5 Hio 07 HC 1 -f H2O - HCl 




In alkali melts of the pigments, the following decompositions were 
found to take place: 

Cyanidin gave phloroglucin and protocatechuic acid. 

Pelargonidin gave phloroglucin and j?-oxybenzoic acid. 

■ Delphinidin gave phloroglucin and gallic acid (not isolated in pure 
state). 

As a result of these further researches Willstatter then suggests 
that for the formula of cyanidin chloride the choice lies between : 


I. 
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Formula II was discarded because, if such a formula were correct, 
it should be possible to obtain a substituted benzophenone, for example, 
macluiini, as a product from cyanidin, and this was not found to be 
the case. 

Willstatter then suggests that the anthocyanidins and flavones are 
related in the following way: 

FJavones Anthocy<anidms 

Luteolin, kampherol and fisetiii pelargonidin CX5H10O5 

Quercetin C35H10O7 cyanidin 

Myricetin OigHigOg delphinidin 

that is, that each anthocyanin is derived from a flavone by reduction/ 
The formulae eventually suggested for the chlorides of cyanidin, 
pelargonidin and delphinidin are as follows : 


OCl 

OH 

OCl 

OCl 


— C 

\0H 


ho^Av^ ^ 


1 /L loH 





HO C 


HO C 

HO C 


H 


H 

H 


Cyanidin chloride 

Pelargonidin chloride 

Delphinidin chloride 


whereas myrtillidin, oenidin and malvidin are represented as methyl 
derivatives of delphinidin: 



Myrtillidin cMoiide Oonidin chloride Malvidin ciiiorzde 


Willstatter also brings forward, as additional evidence in favour 
of these constitutional formulae, the preparation, artificially, of cyanidin 4 
from quercetin (see p. 124 ). 

^ Maciurin is a pentaoxybenzophenone occurring in Morus tinctorial its constitution 
is represented as: 



4 ' 
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A short summary of the formulae^ given bj 
cyanins may be stated as follows^ ; 

Flower-pigment of jdMaca rQsea ... 

»» »> (glucosicle and oxida 

tion product) 


A ntirrhinum ( magenta 
» (red) 
Gentaurea Gyanus 

j) 

Delphmiutw 
Malva 
Pelargonium 


(glucoside and oxida 
tion product) 


» Eosa gallica 

Fruit-pigment of Vaccinnm Myrtillns 

»> >> » if 

»s Vitis-idaea 
« 99 Vitis vinifera (in wine) 


Red leaf' pigment of Goleus 

?> >9 Vitis vinifera 


ANTHOCYANINS [oj-.lv 
various authors for antho- 


^ ) {Gian ) . 

(Grafe). 


x(CifaA) (Wheldale). 

^(OsH,0,) • „ 


( Willstatter). 


aj(C2.H302) 

CjgHjoOg 

CisHioO, 

CisH^oOr, 

OisH^aO^s 

G24H4^02o 

CJ4H14O7 

^2of^3oGio 

^30^20^10 

C21H20O30 

C 17 H 1407 

^10^10^5 
"I C26H2404g 


(Morot). 

(Willstatter). 


(Griffiths). 

(Grafe). 


(Willstatter). 

(Senier). 

(Willstatter), 

(Heise). 

(Willstatter). 

»> 

(Glenard). 

(Gautier). 

s» 

(Willstatter). 

(Church). 

(Gautier). 


^ m formulae aw so arranged rather as a maUer of interoat than for oomparieon 

»r.;re“»’of”i”rb'r‘ 

® See also Appendix. 




CHAPTER VI 


PHYSIOLOGICAL CONDITIONS AND FACTOB8 INFLUENCING 
THE FOJaMATION OF ANTHOCYANINS 


Connection with phoiosynihesis. 

An examination of the relative distribution of anthocyanin and 
chlorophyll at once ^ suggests that these pigments are more or less 
complementary as regards their appearance in the plant tissues. In 
leaves, the chief seat of chlorophyll, anthocyanin is found to a less extent 
than in any other organ, and under normal circumstances the develop- 
ment is most frequently confined to the epidermis {see p. 37), or to 
a few sub- epidermal layers, often only where they oVerlie the midrib 
or main veins. Moreover, when red pigment is present in the epidermis, 
the guard cells of the stomata, which contain chlorophyll, are generally 
free from pigment. In petioles and stems also, anthocyanin is on the 
whole limited to the epidermis, or to a few sub-epidermal layers. Bracts 
of all kinds, on both the inflorescence and other parts of the plant, 
frequently contain anthocyanin and correspondingly little chlorophyll ; 
although flowers in the bud stage and uiiripe fruits have fairly abundant 
chlorophyll, as the flowers and fruits mature the chlorophyll disappears 
and anthocyanin develops. 

Since chloroplasts are invariably concerned with photosynthesis, 
one would naturally conclude that the latter process and the formation 
of anthocyanin are to some extent mutually exclusive. The existence 
of some such alternation is further emphasised by the appearance of 
anthocyanin which accompanies lessened photosynthetic activity, as 
in plants towards the end of their vegetative season, in autumnal 
reddening, in leaves in an unhealthy condition and in evergreens during 
winter. Since all metabolic activity, ultimately depends on photo- 
synthesis, it is not a convincing argument that a decline in general 
metabolism (apart from' photosynthesis) may directly bring about 
I the fornial^iph' y/Thep & without doubt good evidence for 
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believing that antliocyanin is not readily produced where carbon 
assimilation is most active, and that decreased photosynthesis from any 
outside cause is favourable to its formation. 

Hence in any consideration of the direct bearing of outside factors, 
such as temperature and light, on antliocyanin formation, recognition 
should be first given to possible indirect effects produced by these factors 
through the medium of photosynthesis. 

Connection with accumulation of synthetic products. 

Even at the height of summer when the vegetative organs are in 
a condition of maximum activity, quite a number of individual plants 
may be found having isolated leaves or shoots which are either entirely 
red or have developed patches or blotches of antliocyanin. In the 
majority of cases, one will find on careful examination that there has 
been some injury to the leaf, petiole or stem, as the case may be, and it 
is to the distal side of the injured spot that the reddening occurs. Such 
injuries may be classified as : (1) mechanical, caused by chance cutting 
or breaking; (2) attacks of insects, including gall insects and cater- 
pillars ; (3) infection by Fungi. 

(1) Let us deal first with mechanical injury. Frequently leaves 
may be found in which the lamina is partially severed transversely, and 
the severed portion has reddened. Or the petiole or stem is partially 
broken, and the leaf or leaves above the point of injury have turned 
red. In Rurnex, Oenothera, Pelargonium, Plantago and many other 
plants, it is easy to bring about such reddening artificially by pinching 
the lamina or petiole, and in other cases by decortication. Or sometimes 
isolated leaves, as for instance those of Rheum, left lying on the ground 
in a damp place will eventually redden. In other genera and species, it 
is difficult, or impossible probably, to induce reddening by such means. 
Reference to these phenomena has often been made by various authors : 
Gautier (176), Kraus (311), Berthold (64), -Linsbauer (341), Kiister 
(350), Daniel (337) and finally Combes (374, 385). Further Combes has 
made a series of experiments on decortication of stems of many species 
with a view to investigating the phenomena more fully. By these means 
he has distinguished three types of results : 

(e'z) Those in which anthocyanin appeared more or less rapidly 
in the branches, petioles and above all in the leaves. Ex. Spiraea spp., 
Mahonia aquifoliurn, Prunus Pismrdi. 

(fe) Those in which anthpcyanin appeared more or less rapidly in 
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the steins and petioles but not in the leaves. Ex. Ceanotkm aziireus, 
CataljM hignomoides. 

{c) Those in which pigment never appeared as a result of decorti- 
cation. Ex. Rhodotypos Tcerrioides, Robinia Pseudacacia, Pintis excelsa. 

The time elapsing before the appearance of pigment also varied 
considerably. In addition it was noted; as would be expected, that no 
pigment appeared on decortication in albino varieties, although the 
coloured type might produce abmidant pigment under similar treat- 
ment. 

(2) Injuries brought about by insects present no poinhs of special 
interest but may be regarded rather as cases of (1). Frequently the 
midrib or petiole is partly eaten away, and reddening occurs on the 
distal side ; or holes are eaten in the lamina, and red blotches are formed 
in their vicinity. Mirande (362) has observed that excursions of leaf- 
boring larvae in leaves of Galeopsis Tetmhit result in the production of 
anthocyanin. Under this heading also may be included the develop- 
ment of anthocyanin in or near galls. For details and examples the 
works of Hieronymus (314), Kiistenmacher (326), Klister (360) and 
Guttenburg (353) may be consulted. 

(3) It is frequently found that the pathological conditions called 
forth by the attacks of Fungi are accompanied by abnormal develop- 
ment of anthocyanin. In leaves of Tussilago, for instance, infected by 
Puccinia a circular band of anthocyanin often appears surrounding the 
aecidiiim spots. Other references to this matter may be looked fox in 
the works of Sorauer (304), Tubeuf (329), Ludi (342) and Rostrup (345), 

There is little doubt that, in the above cases of injury and decorti- 
cation, the formation of pigment is directly connected with an inter- 
ference with the translocation current. Injury to the living tissues of 
the conducting system ofHhe veins, midrib or petiole of the leaf, or 
of corresponding tissue in the stenv leads to an accumulation of synthetic 
products in the leaves. Of such products several authors — Mirande 
(365), Combes (207) — have maintained that it is the carbohydrates and 
glucosides which most influence the formation of anthocyanin, and 
Combes has shown by analyses that leaves reddened by decortication 
contain a higher percentage of sugars and glucosides. It seems likely 
also that parasitic growths may interfere with the progress of the 
translocation current through the small veins of the leaf, thereby causing 
congested areas to arise in which the sugar contents are above normal. 
But it is conceivable that the pathological condition resultant on fungal 
attacks may be the direct cause, in some way, of pigment formation. 
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The more intimate connection between aiithocyanin and sugars will 
be discussed in a later chapter. 

The experiments of decortication, etc., lead also to the conclusion 
that the chromogen^ of anthocyanin is synthesised in the leaves. For 
in cases where leaves and shoots have reddened owing to the blocking 
of. the translocation current, less development of pigment has often been 
noticed in flowers and fruits. Gautier (176) made various experiments 
on vines in order to illustrate his view that the chromogen of the grape 
pigment is synthesised in the leaves, and is oxidised after passing into 
the fruit. Vine branches were deprived of their leaves, and this was 
shown to prevent a development of pigment in the fruit. In another 
experiment, the petioles of the leaves were ligatured with the result 
that the fruits remained green and the leaves themselves reddened. 
Ravaz (380), on the other hand, grafted a vine with purple grapes on 
to a white-fruited variety, and found that although the white variety 
produced no pigment in the leaves, the fruit of the graft was coloured 
every year. Hence Ravaz concludes that the pigment is synthesised 
in the fruit itself, though the latter may be nourished by the leaves. 
A direct connection between leaves and flower-colour may be demon- 
strated by removing a developing inflorescence from a plant, such as 
Digitalis purpurea, when the, leaves will generally turn red. Gertz (19) 
observed the same result in a plant of Geum rivale from which the flowers 
had been out off. 

There is also reason to believe that special richness in nutriment, 
or synthetic products, is connected with anthocyanin formation. An 
experiment is quoted by Berthold as illustrating this point. From 
two- or three-year old individuals of Acer pseudoplatanus all buds were 
removed but the terminal one, which, as a result, received an excessive 
amount of nutriment and on development was strongly reddened. 
Some such explanation, as Gertz suggests, may account for the excessive 
reddening of leaves of adventitious shoots arising at the base of felled 
trees {Populus, Tilia,- Acer). 

Bonnier (294, 307, 328) and Seckel (300) have noted that a greater 
intensity of flower-colour is produced in many species when grown at 
high altitudes, as compared with the colour of the flowers in lowland 
regions. It is conceivable that this increase in intensity of colour 


^ The chromogen, as we sLali se^ later (p. 109), is in ail probability a flavone occurring 


■Mi l 


in the form of a gluooside. There is reason to believe that, not only does the synthesis 
of take the synthesis of th© ^ ^ 
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is brought about by increase of synthetic products, due to greater 
insolation by day accompanied by low night temperatm-e, and to 
stunted growth, rather than to any direct action of light on pigment 
formation, but at present there is no conclusive evidence. 

In the same way lack of synthetic products due to poor conditions 
of the plant reduces pigment formation. The experiments of Sachs 
(271), Askenasy (282), Vochting (325) and Klebs (360), in which leaves 
of plants were kept in darkness while the flowers were exposed to 
light, are not so conclusive as those previously mentioned. The method 
is so drastic, and may influence the whole nutrition of the plant to such 
an extent, that the non-development of flower-colour cannot be regarded 
as having any great significance. 

A phenomenon of considerable interest in connection with nutrition 
and formation of red pigment is that pointed out by Mirande (332) 
as occurring in the genus Cusciiia, in which anthocyanin is widely 
produced. From observations made upon the development of many 
difierent species of Cttscuta on various hosts, Mirande concludes that 
the amount of pigment varies not only in different species but also in 
each species according to the host on which it grows. For instance, 
the same species growing on Sambucus nigra (poor) and Forsyihia 
viridissima (rich in sugar) becomes green on the former but very red on 
the latter. Hence Mirande correctly deduces the fact that not only 
good development of the parasite but also the formation of red colour 
is correlated with good nutrition. In nature, species of Cuscuta. 
passing from one host to another are seen to show different amounts 
of pigmentation. Chemical tests made by Mirande on extracts from 
the host plants showed that the greatest production of colour was 
found when the host plants were capable of producing most sugar. 

The conclusions which may be drawn from all the instances quoted 
above are that an unnatural accumulation of synthetic products may 
cause colour to be developed in organs not normally coloured. At the 
same time a good supply of nutrition will intensify colour in parts of 
plants which are normally coloured. There is reason to believe that, 
of the accumulated substances, the most potent in bringing about 
colour production are sugars and glucosides, and this will be found to 
be borne out by observations connected with the effect of other factors 
considered in this chapter. Also an increase of the chromogens from 
which anthocyanins are produced takes place under the conditions men- 
tioned above. The 'maimer in which glucosides, sugars, chromogens 
and pignaent may be connected is dealt withj^n the next chapter. 

> 3'- 'i' ,:Vr * ' ’ ’ 
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Tlie relationsbip between anthocyanin development and sugar- 
feeding is reserved for a later paragrapb. (see p. 93). 

Effect of tem,perature. 

Most general observations bear out the conclusion that increase of 
anthocyanin is correlated with lowering of temperature. The most 
obvious demonstrations are the autumnal coloration of leaves and, to 
a leaser extent, the reddening of evergreen leaves in winter {Ligustru'ni, 
Hed'em, MaJionia), The question of the relationship between low 
temperature and anthocyanin formation has been specially considered 
by Overton (333). This author had observed that Hydrocharis plants 
grown in cane sugar solution became very strongly reddened, and the 
idea occurred to him that an excess of sugar in the cell-contepts might 
similarly be the cause of autumnal and winter coloration of leaves. In 
.view of this suggestion, it is difficult to estimate any direct effect of low* 
temperature on anthocyanin formation, because of the indirect effect 
produced by the same conditions on (1) photosynthesis, (2) formation 
of starch from sugar, (3) growth in general and probably (4) transloca- 
tion. A decrease of activity of (1) leads to a decrease of sugar contents 
in the cell ; but a decrease of (2) and (4) has the opposite effect. The 
process of removal of synthetic products from the leaves is, according 
to Sachs, greatly retarded by low temperature. Hence similar condi- 
tions of clogging to those brought about by injury, which were mentioned 
in the previous section, might arise and there would be a resultant 
production of pigment. The synthesis of starch from sugar is also a 
process which is retarded by low temperature. Thus Miiller-Thurgau^ 
has shown that at temperatures below 5"^ C. quite a considerable portion 
of the starch contents of the potato is changed to sugar, and with a 
rise of temperature the greater portion of starch is again regenerated. 
According to Lidfoxss^, evergreen leaves in winter are also completely 
starch-free but contain very considerable quantities of glucose, which 
is again to a large extent changed back to starch if the leaves are 
artificially warmed. Overton himself examined the sugar content of 
autumnal leaves and found considerable quantities present, considerably 
more, at any rate, than in the same species at midsummer. 

From the above statements it will* be seen that low temperature 

^ Miiller-Thurgau, H., *Ueber Zuckeranbanfiing in Pfianzentheilen in Polge niederer 
Temperatnr,’ Lartdw, Jahrb,, Berlin, 1882, xi, pp. 751-828, 


2 lidlorss, B., *Zur Physiologie und BiOlogio der wintergriinen Flora/ Bot Centralbl, 

'* I 'll ' -1. M Jt ' . ' 
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may greatly affect the sugar contents of the tissues, and hence may 
in this way .cause the reddening, apart from any more direct effect. 

Overton made some observations on the effect of temperature on 
reddening of Hydrockaris leaves, and found that the higher the tempera- 
ture the less anthocyanin is formed and vice versa, but obviously in 
this case it is impossible to eliminate the effect of temperature on the 
photosynthetic activity of the leaves', and on growth and respiration 
in general with the resultant employment of synthetic materials. 
Klebs also (360) gives an account of the effect of temperature on the 
colour of the flowers of Campanula Trachelium. From cultures at 
various times of the year in green-houses, etc., kept at different tempera- 
tures, he obtained a variation in flower-colour from white (in heat) 
through pale blue to deep blue (in cold). He also observed that Primula 
sinensis produces tinged flowers in a hot-house and full-coloured flowers 
in the cold. Klebs is of the opinion that the colour changes induced 
by changes of temperature are not directly due to the effect of tempera- 
ture on pigment formation but indirectly to the effect of temperature 
on metabolism. At high temperatures, growth is so rapid that the 
substances used in pigment formation are not present in sufBcient 
quantity. 

Effect of light. 

As regards the effect of light on anthocyanin formation, there have 
been numerous observations, some more or less conflicting. As \vith 
temperature, the main question at issue is again, whether light directly 
affects anthocyanin formation, or whether its influence is only indirect, 
in so far as it affects photosynthesis and the accumulation of the products 
of this process, among which are the chromogens from which pigment 
is formed^. 

The effect of the absence of light on the development of pigment 
in flowers . may » first be considered. As early as 1799, Senebier (2) 
noted that the Crocus and Tulip develop coloured flowers in the dark. 
The same observations were recorded by Marquart (5) in 1835 for 
Crocus sativus. Later Sachs made definite experiments on various 
plants either by growing them entirely in the dark, or by euclovsing 

1 I aiB indebted to Dr F. F. Blackman for drawing my attention to a fact which is 
interesting in this connection, i.e., that the development of chlorophyll may bo affected 
by nutrition. The statement is fotinded on the observation that certain Algae develop 
chlorophyir in the dark when provided artificially with protein; when supplied with 
nitrates under the same conditions,' however, the pigment does not appear. 

. ' ' , : V, ’ 


88 


PHYSIOLOGICAL CONDITIONS AND FACTORS [ci-i. 


in a dark chamber certain shoots or branches only, the other parts of 
the plant being in the light. Of plants grown entirely in the dark, 
Sachs (269) was able to distinguish two classes : (a) flowers which develop^ 
colour normally in the dark without being previously exposed to light " 
{Tiilipa, Iris, Hyminthiis, Crocus) ; (b) flowers which only develop 
colour in the dark if the buds have been fully exposed to light until 
just before opening {Brassica, Tropaeolum, PajMver, Cucurhita). Of 
Tulipa Gesneriana Sachs specially remarks ; Die schon gefarbten nnd 
normal entfalteten Eliithen auf den etiolirten Pflanzen macliten eineii 
hochst sonderbaren Eindruck.” And of Iris piimila he says: ‘'der 
zart hellblauliche Grundton der Perigonzipfel, die dunkelviolette 
Aderung, welche gegen den Grand der Zipfel hin in das blaulich Pur- 
purescirende iibergeht, das Orangegelb der Barte, das schon warme 
Blau der Narben und die himmelblaue Parbung des Pollens, alle diese 
Farbungen waren bei der Bliithe der etiolirten Pflanze eher glanzender 
und gesattigter als bei den am Lichte entfalteten.” In the case of 
Tropaeolum, Papaver, etc.,’if the plants were darkened just before the 
buds unfolded, normally coloured flowers were produced, but later 
buds develop flowers with decreasing amounts of pigment. In the 
cases where shoots only were darkened, the flowers borne upon them 
were normal as regards size, but the coloration was less intense. Further 
experiments were made by Askenasy (282) who confirmed Sachs’ 
results for Tulipa and Crocus, though he found Hyacinthus flowers 
rather less coloured in the dark. Other plants {Pulmonaria, Antirrhinum 
Silene, Prunella) showed less production of anthocyanin in the dark 
if the buds had not been previously exposed to light; in Prunella, 
almost white flowers were formed. Sorby (144), Beulaygue (339), Gertz 
(19) and others have confirmed these results for the flowers of various 
species, showing that considerably less, very little, or no colouring 
matter at all, is formed in the dark. 

As regards coloration of fruits, observations do not entirely agree. 
Senebier notes that apples do not redden unless exposed directly to 
light. However, as pointed out by Gertz, the reddening of apples is 
more or less accessory, but in fruits of which anthocyanin production 
is a distinguishing feature {Crataegus^ Rosa, Samhueus), Askenasy (282) 
found by partial darkening when green, the pigment developed equally 
well in both illuminated and darkened parts. Both Laurent (315) 
and Muiler-Thurgau (298) agree that the coloration of gi*apes can take 
place in the dark. 

In purely vegetative organs observations are more conflicting. Of 
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anthoeyanin formed in the dark, the following examples may be 
quo/fced : 

/Leaves of Beta (Morren). 

^ Seedlings of Phalaris and Secale (Hallier, 272). 

^Intense rose-red coleoptile in Secale (Gerte, 19). 

Red coloration in shoots of Opuntia wbusta and 0. leucotricha. 

Spots on leaf of Orchis latifoUa (Gertz, 19). 

Red-veined leaves of Crepis paludosa (Gertz, 19). 

/ Faint reddening in stolons of Solanum tuberosum (iGertz, 19; Sachs, 
2619). 

; On the other hand innumerable cases may be quoted in which light 
appears necessary for the formation of the pigment: 

Reddening of seedlings is entirely absent in the dark in Polygonum 
tartaricum, Celosia, Beta (Weretennikow, 273). This has been confirmed 
by Schell (285) for seedlings of Polygonum^ Rumex, Rheum and Amaran- 
thus and by Batalin (293) for Fagopyrum. The most casual observation 
will also afford instances of cases where anthoeyanin is developed on 
the sides of stems, twigs and petioles which are exposed to the sun, 
the opposite side remaining green^. . Such phenomena are specially 
mentioned in stems of Cornus sanguinea, C. sihirica, species of Tilia, 
Rosa and Rubus (Gertz, 19), of Cusouta (Mirande, 332), of. Helianihus, 
Crataegus and stolons of Fragaria (Dufour, 305). 

The development of autumnal coloration often only takes place 
in the parts of leaves and stems exposed to light, as was noted long 
ago in Viburnum Lantana (Voigt, 264) and Rhus Coriaria (Macaire 
Princep, 3). Gertz (19) also points out that, in Viburnum Opulus, 
V. Lantana, Cornus sanguinea, G. sibirica and Prunus Padiis, the 
autumnal leaves may show quite clear natural photographs of the 
leaves covering them, because anthoeyanin is absent from the covered 
surface. Similar lines and spots may be observed in winter-reddened 
leaves {Silene, Viscaria,^ Armeria, iHeracium, Pilosella). 

Development of pigment in roots exposed to light has been observed 
in Salix (Hallier, 272 ; Schell, 287) and Zea (Dufour 305 ; Devaux, 308). 

It is difficult to draw conclusions from the rather conflicting state- 
ments given above. 0ne^ fact, stands out definitely, namely, that 
absence of light itself is no bar to the formation of anthoeyanin in many 
cases,- such as the root, of Beta and the flowers of Tulipa and Iris. But 
in the majority of such, cases there is obviously a plentiful supply of 

1 It has been noted by Parkin (77) that the under, surface of leaves is more sensitive 
to light and redd< 3 ns more easily than the upper. 
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synthetic products in the storage tissues of the bulbs, corms, seeds and 
fruits concerned, from which the chromogen for the pigment can be 
synthesised, if there is not also already a storage of this substancei 
But where the supply of chromogen is directly dependent on the photo- 
synthetic activity of the leaves, darkening of the flower-buds, unless 
they are already practically mature and supplied with chromogen, 
prevents or diminishes the formation of anthocyanin. The reddening 
of leaves and stems where exposed to light may in some way be due to 
local accumulation of synthetic products, though the direct' effect of 
light is superficially more probable. 

The effect of light in autumnal coloration is even less well explained 
on thi's accumulation hypothesis, except that in the last stages of the 
leaf’s existence, photosynthesis must be best carried out in the parts 
most exposed to light. There is also a general tendency to accumulation 
of synthetic products owing to low night temperature. 

The formation of anthocyanin in normally uncoloured roots when 
exposed to light appears to be the most convincing evidence at hand 
for the production of anthocyanin due to the direct action of light. 
Until more evidence has been .collected from a number of carefully 
devised experiments, no definite inference can be drawn. 

In conclusion we may mention some work on more systematic lines 
which was published by Linsbauer (371) in 1907. He endeavoured 
to find out the more precise relationships between light and the forma- 
tion of anthocyanin. For this purpose he used seedlings of Fagopyrum 
esculentum which had been grown in the dark and were quite etiolated. 
Such seedlings were then exposed to light (lamp) of different intensities 
and for varying lengths of time. From his results Linsbauer concluded 
that the photo-chemical process of anthocyanin production in light is 
a typical stimulus reaction, and is dependent upon both the intensity 
and duration of light. He investigated also the relationship between 
the times of reaction and presentation, and found it analogous in many 
respects to that in other stimulus processes, i.e. geotropism, for instance* 
Whether, however, the appearance of anthocyanin in these seedlings 
is due to the direct action of light, or to the products of photosynthesis 
induced by light, cannot be readily ascertained. 

Connection wUh presence of oxygen. 

That oxidation plays a part in the formation of anthocyanin has 
frequently been suggested. The- production of red pigment through 
the oxidatioii of a chromogen,}. jsvas the hypothesis brought forward 
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by Wigand (136) as early as 1862, and tbe same idea has been revived 
successively by Palladin (203), Wheldale (211, 212) and Combes (379). 
That the process is controlled by a specific oxidase has been postulated 
by Buscalioni & Pollacci (17), Mirande (365) and Wheldale (211, 212). 
The actual dependence of the process on the presence of oxygen is 
illustrated by the experiments of Mer (284), who mentions the fact that 
leaves of Gissus do not redden under water, and in 1899 Emery (309) 
noted that no colour is produced in submerged flowers. 

More definite experiments were performed by Katie (354), inciden- 
tally, among a series of investigations primarily concerned with the effect 
of culture solutions on the formation of anthocyanin. Leaves in certain 
culture solutions of sugars, and other substances, were found to produce 
anthocyanin, but if enclosed in vessels, from which all oxygen had been 
removed by alkaline pyrogallol, no trace of colour was observed. Katie 
also found that colour was less rapidly developed in air under reduced 
pressure than in normal atmosphere. Also in certain culture solutions 
an increased pressure of oxygen produced greater development of 
colour. 

Still more elaborate investigations were made by Combes (379). 
The experiments consisted in analysing the gaseous exchange of red 
and green leaves under similar conditions. Leaves were employed 
in which reddening had taken place and was proceeding from different 
causes, as for instance: leaves of Ampelopsis hedemcea reddened by 
exposure to light; of Rumex crispus and Oenothera Lamarckiana by 
attacks of parasites; of Spiraea prunifolia and Mahonia aquifoli%m% 
by decortication; of Rubus frutieosus with autumnal coloration; and 
finally of young leaves of Ailanihus glandulosa in which reddening, 
on the contrary, was disappearing. 

From observations upon gaseous exchange in the above leaves, 
which are exemplified in the accompanying table, Combes drew the 
following conclusions: 

Oxygen fixed (+) or lost (— ) during one hour, consisting nf half- 
hour of day and half-hour of night. 


Eed leaves Green leaves 


Ampelopsis ... 

... 

, , ■- 

•0872 ... 

~ -329 

Mumex 

... 

' .4- 

•096.3 ... 

- -8067 

Oenothera 

' ■ 

■..« Hh 

•2442 ... 

+ -1622 

Spiraea 


4* 

•1357 ... ' 

- -3226 

Mahonia ' 


„+ 

•0829 ... 

- -1565 

Euhm 

... ' > 

^ ' ' “I 

•2011 ... 

- -0435 

Ailanthus 



1-959 

- 2*589 
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The appearance of anthocyanin is accompanied by an accumulation 
of oxygen in the tissues ; the disappearance of the pigment is, on the 
contrary, accompanied by a considerable loss of oxygen. The variations 
detected in the gaseous exchange during the formation of red pigment 
are concerned with assimilation; it therefore appears that the produc- 
tion of these pigments is intimately bound up with the phenomenon 
of assimilation. This accumulation of oxygen on anthocyanin formation 
can be explained by the diminution in intensity of assimilation, and 
in the modification produced in the ratio of gaseous exchange in assimi- 
lation. Further, the accumulation in the cells of soluble carbohydrates 
which accompanies anthocyanin production accelerates oxidation, and 
the gaseous exchange is fundamentally modified. 


Effect of drought 

Here again the direct effect is difficult to estimate owing to the 
simultaneous effect on photosynthesis, but whether direct or indirect, 
there is ample evidence that drought increases anthocyanin formation. 
Molisch (316) found that leaves of Peireskia aculeata, Tmdescantm, 
Panicum mriegatum and Fuchsia reddened strongly if only watered a 
little. The author has made the same observations for pot plants of 
Pelargonium. Eberhardt (347) also found an increase of anthocyanin 
in leaves of Coleus Blumei and Achyranihes angustifolia when grown 
in a very dry atmosphere. According to Warming (327, 346) plants 
such as Tillaea aquatica, Peplis Portula and Elatine are green when 
growing in water, though individuals on land may be strongly red. 

The physiological drought of salt marshes may similarly explain 
the development of anthocyanin in halophytes (Salicornia, Suaeda). 

An interesting case of the connection between reddening and drought 
has been observed by Miyoshi (375). This author noticed that the 
leaves of cer^in tropical trees, especially Terminalia Cattapa, in the 
East Indies, Ceylon and Java, take on a beautiful red colour bbfore the 
leaf-fail. The reddening is described as affecting at first a few leaves 
only, but later the number increase^. Of the early stages the author 
says: 'Wor der Feme betrachtet erschienen die gefarbten Blatter wie 
rote Bliiten in voller Pracht.'" Since the phenomenon takes place at 
the, dry period of the year, Miyoshi' suggests the term ' Trockenrote/ 
and considers the causes of reddening to be drought coupled with strong 


VI] INFLUENCING THE FORMATION OF ANTHOCYANINS 93 


Effect of stcgarff ceding. 


The term sugar-feeding means that the plant is supplied artificially 
with extra amounts of sugar. In the case of floating or submerged 
water-plants, the whole plant can be immersed for experiment in dilute 
sugar solution ; in the case of land plants, the stems of leafy branches, 
or the petioles of isolated leaves, can be put in the solution; or the 
leaves can be cut into pieces and floated in the liquid. 

The first investigations of the results of this process were carried 
out by Overton (333). While conducting some experiments on osmosis 
with Hydrocharis Morsus-mnae, Overton noted that the leaves of this 
plant tended to become red when the plants vrere grown in 6 % cane 
sugar solution. Later, the idea occurred to him that autumnal colora- 
tion might be due to excess of sugar in the leaf tissues, and he claims to 
have shown that autumnal leaves contain more sugar than green leaves. 
On the basis of this idea, he then commenced some systematic investi- 
gations on sugar-feeding with a view to gaining more knowledge of the 
whole phenomenon. 

Experiments were first made with Hydrocharis plants grown in 
various solutions, and the results were as follows: 

Hydrocharis Morsus-ranae, Plants in 2 % invert sugar showed 
excess of anthocyanin over the control in four days. This was true 
of pigment in all parts — leaves, petioles, stolons and roots, and the 
intensity of pigmentation increased with time. In 2 % cane sugar 
the results were similar. 

Plants in both the above solutions flowered rather earlier than control 
plants, but the flowers wem'^'unafiected by the cultures. 

In 2 % glucose there the.usual reddening; also in 2 % laevulose. 
In 2 % galactose thej;^ was no reddening, and in 5 % lactose, the 
reddening was very shght. In 2 %, 4 % and 10 % glycerine, no colour 
developed: this w^ also the case in solutions of potassium nitrate, 
sodium chloride, podium sulphate and of other salts. 

In 3 % invert sugar in a dark room there was no trace of reddening. 

Microscopically it was found that colour was produced in the meso- 
, phyll cells, and never in either the upper or under epidermis. . . 

The following species were also used ; 

Elodea ca^qdsnsis. In % inyert sugar, a reddish colour developed 

in 

%, spiralis. In sugar cultures there was an increase of red ' 


colour w 
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Polamogeton 23 erfoUahis, P, pectinatiis. In 2-3 % invert sugar there 
was no result. In P, ‘pusillus^ a reddish colour appeared. 

In Najus major there was no effect but in N. mmor there was a slight 
result, 

Lemna. minor, L. trisulca in various kinds of sugar solutions gave 
negative results. The same was true for Pisiia Slratiotes. 

Utriculana BremiL In 2 % invert sugar reddening in the bladders 
appeared in two to three days. Finally the leaves and bladders became 
quite red. In 2 % cane sugar the result was similar. In Virieidaria 
minor, reddening appeared in -5 % cane sugar; also in glucose, invert 
and cane sugars (-5 %-b %). U, vulgaris behaved similarly to C/. Bremii 
and U. minor. In 2-5 % lactose^: there w^as no colour in two weeks, 
but after four weeks a slight colour (due to hydrolysis probably). 
There was no colour in galactose; slight colour only in glycerine and 
none in salt solutions. 

In Utrimlaria, reddening in sugar cultures developed Just as little 
in complete darkness as in Hydrocharis. 

Geratophyllum demersum. In 2-3 % invert sugar there was some 
reddening in the cells of subepidermal and deeper tissues, though the 
epidermis was uncoloured. 

Experiments were next made with land plants, using either leafy 
twigs or isolated leaves : 

Lilium Martagon. A leafy stem was placed in 2 % invert sugar. 
This and control stems in distilled water were placed in a south-east 
window. After about seven days, the plant in sugar solution showed 
reddening in the leaf-tips, which afterwards spread, day by day, over 
the leaf, while the control showed no reddening. The pigment was 
found to be located in the inner leaf tissues, the upper ai 3 d under epi- 
dermal cells being free. Experiments were made with about 20 other 
specimens, and in each case the results were the same. In 2 % glucose 
solution reddening could be detected in four days, becoming more intense 
in the course of time. In 2 % fructose^ there was a similar result. In 
2 % cane sugar the red coloration came later and was less intense. 
In lactose, galactose and glycerine solutions there was no reddening, 
and the same was the case with various salt solutions. It was found 
also that ethyl and amyl alcohols^ ketones and ether, in solution, caused 
development of red pigment, btit Overton considers the result to be one 
of injury. He is inclined to believe that the alcohols, ketones, etc., 
acted as narcotics and so prevented translocation, rather than that 
they served, as material for building up the pigment. 
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Fritillaria impenalis was found to produce no colour in sugar solution. 

Ilex Aquifolum, A twig of Ilex was put in 3 % invert sugar. In 
two days some reddening appeared whereas control plants showed 
no colour. The pigment was found in the palisade, and to some extent 
in the spongy parenchyma, but none was present in the epidermis. 
In glucose and fructose there was also considerable reddening. 

Hedera Helix. In 2-3 % invert sugar, red colour appeared in a 
few days, but it was not intense nor was it uniformly distributed. 

Malionia Aqidfolium. A twig of this plant gave a negative result 
in 2 % invert sugar. 

Ligustrum mdgare. In 2 % invert sugar, red pigment appeared 
after eight days. The pigment w^as localised in the palisade cells. 

Ampelopsis hederacea. In 2 % invert sugar reddening commenced, 
but the experiment could not be continued as the leaves tended to fall 
from the leaf -stalks. In autumn, good results of artificial reddening 
were obtained, green leaves only, of course, being used. 

Saxifraga erassifoUa. In 3 % invert sugar the leaves reddened 
in a few days. 

Aqtiilegia vulgaris. Young leaves with petioles in 2 % invert sugar 
showed distinct reddening in four days. 

Taraxacum officinale. When the base of the leaves was placed in 
a 2 % solution of invert sugar, a very fine red colour developed in two 
or more days over the whole leaf, and the pigment was located in the 
inner tissues and not in the epidermis. Leaves, however, in distilled 
water may redden in time. Reddening of leaves w^as found to be 
characteristic of many Compositae, and as this result was often obtained 
to some extent in distilled water in a good light, they did not afiord 
very suitable material. Leaves of Eupatorium Camiabinum and Pre- 
nanthes purpurea which did not redden to any extent in distilled water, 
became very red in sugar solution, 

Epilobimn spp. Leafy stems of E. parvifiormn in 2 % invert sugar 
gave a good red colour. 

Negative ' results in 2-3 % invert sugar were obtained with 
AntJiriscm silvestrisi also with Pvhus species. 

From the above researches Overton draws the conclusion that in 
many species of ,, Monocotyledons and Dicotyledons, both water and 
land plants, sugar-f ceding will bring about anthocyanin formation. 
There is also this further ^correlation, that, with the exception of sub- 
merged water plants, there is a negative result with sugar-feeding 
when the plant, in normal circumstances produces anthocyanin in the 
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epidermal cells. But if in normal circumstances the pigment is formed 
in the inner tissues, then sugar-feeding (especially with fructose and 
glucose) produces red pigment in a high percentage of cases, and this 
pigment is localised in the mesophyll and not in the epidermis. 

Overton also tried the effect of putting the inflorescence of white- 
flowered varieties into sugar solution. Thus, for instance, the 
inflorescence stalk of white PeldTgo'niuM zoncile was placed in 3 % 
solution of invert sugar, but no trace of red colour was formed in the 
flowers though the stalk showed reddening. Negative results wem 
also obtained with Anemone ja^onica, Overton concludes that some 
other factor, apart from presence of sugar, is necessary in these cases. 

Further researches on sugar-feeding were made some years later 
by Katie (354), and of these the experiments on Eydrilla verticillata 
(Hydrocharitaceae) are given in the greatest detail as follows: 

Inorganic culture media containing various salts of potassium, sodium, 

: calcium, magnesium, ammonium, iron, aluminium and lithium had 

practically no effect on the formation of pigment. In glucose (*05-3 %) 
solutions, red pigment was formed in the light and in the dark, and in 
isolated leaves more quickly than in pieces of leafy stem. In laevulose 
(1-5 %) and cane sugar also pigment developed both in the light and 
in the dark, hut the cane sugar (of concentration *5-25 %) was most 
favourable to reddening. Only a slight coloration appeared with maltose 
(1-3 %) both in the light and in the dark. In lactose (1-5 %), raflB.nose 
(1-10 %}, inulin (1-3 %) and glycerine (4-5 %) pigment was formed 
only in the light. Some colour was developed in (1-4 %) ethyl alcohol 
and in mannite (1-2 %), but none in galactose (up to 5 %), arabinose, 
formol (-001 %), dextrin, salicin or asparagin. 

The effect of mixed solutions of carbohydrates and various salts, 
such as those mentioned above, was tried. It was found that potassium 
nitrate and mono-potassium phosphate quickened’ the formation of 
pigment in sugar solution. Various other potassium salts (except 
potassium bichromate) had the same effect in a less and varying degree, 
Katie is of the opinion that the effect of potassium salts is chemical 
and not osmotic.. Sodium salts, on the whole, were found to have 
little effect; magnesium sulphate and' nitrate some positive effect; 

,, c^cium salts (except CaH^ (FO^)^), aluminium sulphate, ferric chloride 
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kalies, sodium carbonate, potassium hydroxide, calcium 
i magnesium oxide were tried with sugar solutions; the 

A<?ids*^ as^^ for 
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instance, tartaric, salicylic, citric and oxalic, on the conti\.ai.j^ appeared 
to slow clown the formation ; to this tannic acid formed ai r^ exception, 
since the reddening appeared more quickly in its presence. 

Although anthocyanin was produced in the cultures in thv.o dark, 
Katie found that the development was always earlier in the light. 
regards temperature, it was found that 25® G; was the optimum for tluc. 
appearance of the pigment in the light and 28® C. in the dark. 

The absence of carbon dioxide had no eJffect on the formation of 
anthocyanin in sugar solutions, except in the case of glycerine, where 
the development was weaker. Oxygen, on the contrary, was found to 
be necessary for the reddening. 

Katie made further observations with a number of other plants, 
and although his experiments are described in great detail in Ms disser- 
tation, no more than a short statement will be given here as they were ^ 
largely on the same lines as those with Hydrilla. 

Elodea canadensis. In *26-1 % cane sugar there was a slight colora- 
tion in the light, but none in the dark ; in 1 % grape sugar there was 
colour both, in the light and in the dark. In the case of cane sugar the 
development w^as increased by addition of potassium nitrate and calcium 
sulphate. 

Hydwcliaris Morsus-ranae. In cane sugar and laevulose some 
pigment appeared in the dark ; in grape sugar and maltose, there was 
none in the dark, 

SagiUaria natans. In 5 % cane sugar there was a considerable 
development of colour, but only in the light. 

Allium Gejpa. The colourless scales of a variety which normally 
contained some anthocyanin turned red in sugar solution ; a white 
variety, however, produced no colour under any conditions. 

Ganna indica. Etiolated leaves in 5-15 % cane sugar formed pig* 
nient, 

Veronica Ghamaedrys, In sugar cultures colour only developed in 
the light and was located in the epidermal cells. 

Rosa 'Marechal Niel.’ Green leaves, or pieces of leaves, in 15% 
cane sugar formed colour only in, the light. It was found in both 
epidermis and spongy tissue, , 

^axifraga cordifolia. Pieces of a leaf in 5 % cane sugar only gave 
a good development of anthocyanin in the light. 

Pittosjgofum {undulatum'^.). .JGre^n leaves and pieces of leaves in 
5-16 % cane sugar formed pigment .only in the light, and it was found 
to be located in the inner tissues and not in the epidermis. 


.w. p. 
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Beilis In 15% sugar solution green leaves developed 

a weak I’od the light, and it was confined to the 

cpidemie%ells. 

we see that Katie’s results differ from those of Overton in two 
P^4fe. First, anthocyanin may develop in sugar cultures in the dark, 
ifid secondly, it is not necessarily confined to the epidermis. 

/ The question of the results of sugar-feeding has been taken up more 
recently (1912) by Gertz (386). The following account is taken entirely 
from his paper. He deals with a point in Overton’s results we have just 
mentioned, i.e. the statement that by stigar-feeding anthocyanin can be 
induced to form in the mesophyll, but not in the epidermal cells. Thus it 
would appear possible that the chloroplastids might have some influence 
on the formation of pigment, and the failure of petals to produce aiitho- 
cyanin in sugar culture might be considered a corroboration of this 
view’. In ValUsneria spiralis and Elodea, Overton found epidermal 
anthocyanin on sugar culture, but this is no proof, since the epidermis 
in those plants contains chlorophyll. General evidence is, moreover, 
against the view of the connection with chloroplasts, as the epidermis 
often contains anthocyanin, and this pigment is also developed in 
chlorophyll-free saprophytes and parasites and in perianth leaves. 

In order to investigate this point, Gertz made some sugar culture 
experiments with parts of albino leaves which were free from chloro- 
plastids. For this purpose he used first the leaves of Oplismenus 
imhecillis (Graminaceae), and found that anthocyanin may be induced 
to form in the complete absence of chlorophyll. Therefore the question 
of the activity of the chloroplastids is definitely solved, but as only this 
one species had been used, further experiments were made with other 
plants. A modification of, Overton’s method was employed; portions, 
20 X 20 mm. square, were cut out from the leaves and floated upside 
down on the solutions in glass dishes, and in this way free transpiration 
and respiration could go on through the stomata. The solutions were 


iuded that* though not absolutely necessary, light 
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a powerful agent in assisting the formation. Cultures in distiJled watei% 
both in the light and in the dark, produced no anthocyanin. To obtain 
absolutely comparable results, parts of the same leaf. A, B, 0 and D 
were treated as follows. A and B were placed in 5 % sugar solution, 
C and D in distilled water ; A and C were exposed to the light, B and 
D kept in the dark. The results were as before. ' Both A and B formed 
anthocyanin, but it was insignificant in B\ C and B were free from 
anthocyanin. 

Tradescantia Loekensis. Again the leaves are variegated — red, 
white and green. No chlorophyll occurs in the white parts except in 
the guard cells. In cane sugar the result was negative and no antho- 
cyanin was formed. Gertz has no suggestions to offer except that 
possibly some unknown factor is essential to the formation of pigment. 

Beta vulgaris. Only negative results were obtained. 

Runiex domesiicus. A variegated green and white form was used, 
of which the white parts, including the guard cells of the stomata, 
are entirely free from chlorophyll. In' less than one day in 5 % sugar 
solution, anthocyanin appeared, and was found to be located in the 
lower as well as in the upper epidermis. In the dark, less pigment w^as 
formed. Experiments were made with ordinary Eumex, and were in 
complete agreement, since anthocyanin was formed chiefly in the 
epidermis (except stomata). Similar observations on R. Palentia have 
also been made by Palladin (203). 

Gornm florida. The leaves have green and white parts, the latter 
being free from chlorophyll. After a week in 10 % cane sugar they 
showed only traces of anthocyanin which was located in the spongy 
parenchyma. 

Euonymus radicans. In 10 % sugar, the albino parts showed a 
faint reddening in the lower epidermis with the exception of the stomata. 

Lonicera brachypoda. The leaves have white reticulations on a 
green ground. After a week in 10 % cane sugar solution, anthocyanin 
was found in the palisade parenchyma. 

Other experiments were made with greeti leaves as follows : 

Plantago mayor. In 10 % sugar solution, the pieces of leaves red- 
dened strongly, and anthocyanin was located entirely in the lower 
epidermis except the stomata. . Attempts were made to induce antho- 
cyanin formation in sugar cultures in isolated epidermal layers, but they 
were unsuccessful. " , , 

Siurn latijolium. In 10 % sugar solution, anthocyanin appeared ' 
readily in pieces of leaves, as well as in entire leaves and shoots, and 

7—2 


PHYSIOLOGICAL CONDITIONS AND i^AOiUKb 


wuK found to be localised in cells of the uiesophyll. With Cerefolmm 
nesjative results were obtained. 

-ir I- n/ omf hnummi'iin 


Epilohium parviflorum. In 6 % sugar solution, ^ anthocyanin 
developed plentifully in the lower epidermis and occasionally in the 


EupJmhia Gyparissw. In bracts in 10 % sugar solution, antho- 
eyanin was formed in both the upper and lower epidermis. In Phyio- 
facca decandm it appeared in the epidermis (except stomata). 

Thus Overton’s view, which is expressed as follows— “ ...mit 
Ausnahrao der untergetauchten Wasserpflaiizen scheinen soiche Versuche 
fast durchweg bei' denjenigen Pflanzen negativ auszufalleu, deren 
natiirliche Eothfarbung...der Gegenwart von rothem Zellsaft in den 
Epidermiszellen zu verdanken ist,” is, as Gertz points out, not correct; 
for colour due to anthocyanin appears entirely in the epidermis in 
Oplistnenus imhecilUs, Euonymus mdicans, Plantago major. Euphorbia 
Cyparissias and Phytolacca dkeardra-, both in the epidermis and meso- 
piiyll in Rurtiex domesticus, Tussilago Farfara and Epihhium parviflorum. 
On the other hand in Cornus jicrida, Lonicera brachypoda and Sium 
lalifolimn it appears in the ground parenchyma. These results are 
also in accordance with those of Katie. 

Thus it would appear to be definitely settled that chloroplastids 
are not essential to anthocyanin formation from the results with leaves 
of Oplismenus imbeeillis, Rumex domesticus, Cornus florida, Euonymus 
raiicans and Lonicera brachypoda, though the results with Tradescantia 
’and Beta are negative. Yet Gertz does not seem to be quite assured 
on the point, partly because, as he points out, the epidermal leucoplastids 
are closely related to chloroplastids, and partly because the epidermis 
is connected with chloroplast-eontainiiig cells. 

As regards the effect of light on the results of sugar-feeding, Overton 
maintained that colour was not produced in the dark. This was not 
found by Gertz to he the case with Oplismenus and Rurmx, and Katie, 
moreover, demonstrated that Eydrilla, Hydrocharis, Allium and Pha- 
laris develop pigment in* sugar cultures in the dark. Gertz is of 
the opinion that under natural conditions the appearance of antho- 
cyanin may not be very.Iaigely afiected by illumination, as a whole 
. constellation of factors maj^(take part in its formation in the kind of 
' way, we have tried to indioate.:,'ih the previous sections. 

, Gertz finally considfei^^ilihe forrftation of anthocyanin in petals 
frpia. sug&r-feedir^v^J^I/.lve have seen, , Qverton failed to 'get 

Gertz considers that such 
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a result, if it were possible, would give an even more iinportant proof 
that aiithocyanin production is independent of chloi'oplastid activity. 
A striking observation in this connection has been made by Qoiran 
(310) on Cyclamen fersicum giganteum of which the flower is white 
except for a patch of red aiithocyanin at the base of the petal. Goiran 
made transverse cuts through part of the petal, and though tlie petal 
tips remained fresh, after a time they developed red pigment. This 
result is akin to the formation of anthocyanin in leaves when the 
conducting system is injured by cutting, or by insects. Fungi, etc. 
There is also an observation by Gertz on white petals of Saxifraga 
in which anthocyanin appeared as a result of insect attacks. Gertz, 
however, failed to get any result from sugar cultures of BelUs perennis, 
Anemone japonica, Magnolia acuminata, Tfopaeolum niajus, Deutzia 
gracilis, Begonia sp., and Pistm sativum. But eventually a positive 
result Avas obtained with white petals of Viburnum Opulus (the cnltivated 
form with neuter flow-ers). These petals in sugar solution formed 
anthocyanin in either one or both epidermal layers. Thus Overton’s 
prophecy that petals might be found which would redden in sugar 
culture appears to be justified in this case. 

It is not an easy task to set forth any general explanation of all 
the facts recorded in the previous sections, but a short review^ as far 
as possible, of the situation may be useful at this stage. Thus, we 
may say that tw^o points emerge from the preceding considerations: 
(1) that the chromogen for anthocyanin is formed in the leaf; (2) that 
an accumulation of carbohydrates (sugars) and glucosides (including 
the gliicoside of the chromogen) leads to the formation of anthocyanin. 

One explanation offered for the reddening phenomenon has been 
advanced by various authors, Palladiii (203), Mirande (365) and Combes 
(379), that presence of excess of carbohydrates increases oxidation 
processes, and hence, if anthocyanin is an oxidation product, the forma- 
tion of tills pigment. Such an explanation would meet practically 
all cases of anthocyanin formation, but there is no special evidence for 
its justification. , . 

Another suggestion is that , made by the author (226): it is based 
on certain reversible reactions involving pigment, chromogen, glucosides 
and sugars, and will be considered in’ detail in the next chapter. For 
the moment we need only say that the hypothesis assumes that the 
chromogen is formed from sugars in. the leaf, and that increase in amount 
of sugar leads to increased formation of chromogen with the resultant 
production of aiithocyanin>,unless .the chromogen .be removed. 


PHYSIOLOGICAL CONDITIONS AND FACTORS 


Let iis now consider how this explanation fits various eases. 

(1) In a normal plant with green leaves, coloured flowers and tinged 
stems and petioles, the chromogen is synthesised from sugars in the 
leaves and translocated away when formed. If the plant is kept iu 
the dark or shade, photosynthesis stops or is lessened, tho supply of 
chromogen falls below normal, and the flower-colour may be pale and 
the stems and petioles green. Conversely, great photosynthetic 
activity produces a plentiful supply of chromogen which results in 
rich flower-colour and appearance of pigment in the vegetative organs. 
(In addition, light itself may directly increase pigment formation.) 
The intense colours in the flowem and the development of anthocyanin 
in the vegetative parts of High Alpine plants may be explained by 
strong insolation, stunted growth employing little material, and slow 
translocation due to low night temperature^. The power of some 


1 Exception will probably be taken to this statement on the ground that many High 
Alpine plants can be grown in lowland regions and their flowers do not then show any 
perceptible Toss of colour, whereas if the statement were true, we might expect to find 
considerable diminution of colour under these conditions. As a matter of actual fact, 
on the basis of observation, this criticism is not altogether valid, for, as we have previously 
stated, Gaston Bonnier (328). Kemer (39$) and others have shown that in many cases the 
flowers of plants growing at high altitudes and in high latitudes have a more ntense colour 
than those of individuals of the same species grown either in the plains or in lower latitudes. 
There is also a more general aspect of the question, which may be outlined as follows. 
Every plant is tbe expression of a chemical (or, fundamentally, physical) entity, and this 
expression can only fluctuate within limits on account of the definiteness of the chemical 
(or physical) constitution underlying it. Broadly s^eahhig these chemical (or physical) 
entities are adapted to their habitats, that is, they arc only able to exist under those con- 
ditions in which the chemical reactions (or physical processes) essential to their existence 
can take place. Sometimes a plant, for example species of Opuntia, will live and flourish 
to a certain extent in a habitat to which it is not adapted, such as the temperate zones. 
The conditions for its metabolic processes do not in this case lie beyond the limits of sue}.t a 
climate. But the expression of its entity, of necessity, remains the same. We may asssume 
that, for Opimtiu, variation in the direction of the characters of plants of the temperate zones 
does not occur, since such changes would involve chemical reactions (or physical processes) 
which are outside the sphere of its constitution. Hence it remains a typical species of 
Opuniia, Other examples no doubt could be selected where there were greater fluctuations 
on change of habitat, but these again would depend either on the wideness of the sphere 
of chemical (or physical) activity of the particular plant, or on the relation of the particular 
fluctuation to the environment. The same line of argument we have applied to Opuntia 
can be applied to the members of any plpt formation, and among them, to High Alpine 
plants. These are on tie whole adapted to their environment, and intense flower-colour 
is one of the expressions of the entity of this .particular type of plant, Transferre<i to 
lowland regions, such a. plant is still able to grow and flourish, and of necessity it retains 
its entity.. Yet fluctuations in colour intensity of the flowers and in the amount of 
pigment in the vegetative organs are, within limits, the kind of variation we should suppose 
, such fluctuations depend merely on the 
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plants to produce normally coloured flowers and fruits in the dark is 
due to a plentiful supply of reserve material (flowers of TuUpa), 

(2) If there is more than a plentiful supply of chromogen ovdng 
to the flowering parts being removed or to a large supply of carbo- 
hydrates, a certain amount of abnormal Teddening may take place, 
ex., leaves of plants deprived of the inflorescence, adventitious shoots 
from tree trunks ; possibly this may explain reddening in sugar cultures. 

(3) A still further increase of carbohydrates and cliromogen such 
as is caused by blocking the translocation current leads to still more 
abnormal reddening, ex. injured leaves, decorticated stems, etc. 

(4) In autumnal and winter leaves, there may be an accumulation 
of sugar and chromogen owing to the slowing clown of the translocation 
current, and the lack of starch formation at low temperatures. The 
effect of low temperature may also retard growth in general and the 
using up of synthetic products. 

(5) In young leaves it is possible that the mechanism for trans- 
location is not developed so early as the powers of synthesis of sugar 
and chromogen. Hence again there is accumulation of these products. 

direction, or amount, of certain chemical reactions which are, in any case, part of the 
essential metabolism of the plant. If we are to believe the evidence of Gaston Bonnier 
and others, it is just these variations which may occur. 



CHAPTER VII 


REACTIONS INVOLVED IN THE FORMATION OF ANTHOCYANINS 


Neliemiah Grew (1) evolved, as a result of Ms observations, an 
elaborate scbeme to explain the origin of the various pigments in plants. 
It is expressed in the scientific language of the period and is difficult to 
translate into modern conceptions, but it is clear that he believed the 
presence of air to play an important part in the process. Speaking 
of colours in roots, he says these organs show less variety in this respect 
than leaves and flowers*— ‘'The Came hereof being, for that they are 
kept, by the Earth, from a free & open Aer; which concurreth vdth 
the Juyces of the several Park, to the Production of their several 
Colours, And therefore . the upper parts of Roots, when they happen 
to stand naked above the Ground, are often deyed with several Colours'^ 
A publication by Schiibler & Franck (117) in 1825 perhaps contains 
the first definite hypothesis as to the origin of red and blue pigments. 
These investigators treated extracts from coloured flowers and leaves 
with acids and alkalies, and the results led them to the view that green 
pigment of leaves occupies a m.ean position, from which an oxidised 
yellow-red series is formed, on the one hand, by the action of acids, 
and a deoxidised hlue-violet series, on the other hand, by the action 
of alkalies. The hypothesis was further reinforced in 1828 by Maeaire- 
Princep ($), who maintained that chlorophyll, when treated with acids, 
becomes oxidised first to yellow, then to red and orange pigments, and 
this oxidised chlorophyll can be turned green again, by alkalies. The 
red plant pigments are, in his opinion, oxidised chlorophyll, and the 
blue, a mixture of red chlorophyll with a vegetable alkali. All colours 
may thus be looked upon as simple modifications of chlorophyll 
These erroneous ideas were accepted, without any real exeerimental 
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rapporter aux coiileurs du prisme^ que de chercker a connaitre la nature 
des matieres colorantes elles-mSmes. Comme dans le prisme, le vert 
tient le milieu et se trouve borde, d’mi c6te, par le jaune et le rouge, 
et de Fautre cote, par le bleu et le violet, on croyait que le vert des 
plantes etait de mSme le point indifferentiel entre la serie de couleur 
rouge-jaune et celle du bleu, et c’est par Foxygenation et la desoxy- 
genation de la couleur verte, qu'on cherchait a expiiquer Forigine de 
ces couleurs, en se fondant sur des experiences chimiques incertain es, 
sur des idees fausses d’oxygenation et de desoxygenation, sur Faction 
des alcalis et des acidesF’ A more correct point of view was reached 
too by Leopold Gmelin (137) in 1828^; he refused to accept the fact 
that chlorophyll is reddened by acids, and that the products formed 
from’ chlorophyll by acids, or naturally in autumnal leaves, ^ again 
become green with alkalies. He notes, also, that red autumnal leaves 
contain both yellow chlorophyll, and a blue colouring matter which 
is reddened by acids. 

Gmelin^s criticisms, as well as others of the same kind, appear 
to have been unconvincing; for again, in 1835, Clamor Marquart (6) 
returns to the origin of anthocyanin from a metamorphosis of chloro- 
phylL Though objecting to the oxidation and deoxidation hypothesis, 
he retains the idea of the formation of other pigments from chlorophyll, 
this time, however, by addition and subtraction of water. By the 
action of strong sulphuric acid, i.e. by subtraction of water from chloro- 
phyll, a blue colouring matter^ (anthocyanin) is obtained which turns 
red with acids and green with alkalies. This blue substance, he says, 
forms the basis of all blue, violet and red flower pigments. 

Marquart’s evidence was thought to he insufficient by Von Mohl 
(7, 8) ; for, with regard to the sulphuric acid reaction, the latter very 
naturally „remarks : Si, dans ce cas, la couleur bleue dolt amioncer 
la formation artificielle de Fanthocyane par la clilorophylle, il est 
impossible de concevoir pourquoi, malgre la presence de Facide sulfurique 
libre, la clilorophylle reste bleue et ne devient pas rouge.” Also, with 
respect to Marquart’s evidence that cells which originally contained 
chlorophyll, later contain anthocyanin, as for instance petals wdiich 
are primarily green, and then become blue or red. Von Mohl points 
out, among other evidence, first, that anthocyanin is characteristic 
of the epidermis while chlorophyll is found in the inner tissues ; secondly, 
that chlorophyll may be found, apparently in no lessened quantity, 

^ Earlier edition than that in the Bibliography, 

^ This is of course, as we now Imow, a reaction giyen by plastid pigments. 




in cells which have become reddened with anthocyanin. In the course 
of time, as investigations proceeded, it became clear that anthocyanir 
is not derived from chlorophyll; Macaire-Princep and Marqxiart hac 
been led astray in their views by the close connection between th^ 
disappearance of chlorophyll, and the appearance of anthocyanin, 
and moe mrsa. Yet, 
we now possess; 
relationship, though an 
more 

The hypothesis of Wigand (136) in 1862 came very 


in the light of the additional knowledge which 
it can still be stated with truth that there is a certain 
indirect one, between the two pigments, or, 
strictly perhaps, between the spheres of their chemical activity. 

near to those 

held at the present time. Wigand maintained that anthocyanin arises 
by oxidation from a colourless substance which occurs in solution in 
the ceil and which changes to red under certain circumstances, and 
may, after a time, become colourless again. He considers it to be a 
tannin on the grounds that: 

1. The red colouring of spring and autumn appears only in tannin- 
containing plants, and though it is not always found in these, yet it 
never develops in plants free from tannin. 

2. Only in those tissues or cells (especially the epidermal cells and 
veins) in which the tannin was previously present does the colouring 
matter develop later. 

3. The red sap, like the tannin, is turned green or blue with iron 
salts, and yellow with potash or ammonia. 

The tannins of Wigand were very probably, in many cases, flavones, 
from which it is now believed that the anthocyanins may arise. 

Erom analyses of pigments of wine and grapes, Gautier (149, 175), in 
1893, also formed the opinion that anthocyanin is an oxidised product 
of tannic acids, but no suggestions are made as to the particular reactions 
involved. At a later date, in 1897, Overton (333) concluded, on the 
basis of many observations and experiments, that red pigment is formed 
when there is an accumulation of sugars, but beyond stating that antho- 
cyanin is probably a tannin-like substance existing, in combination 
with sugar, as a glucoside, Overton makes no definite statement as to 
the mode of formation, Mirande (365) in 1907 suggested that the 
appearance of anthocyanin when leaves are injured by insects is due 
to an accumulation in the tissues of tannins and glucose, accompanied 
by the. presence of an oxidase.; Laborde (199, 200, 201) in 1908 also 
carh^ to the conclusion that there is a relationship between tannins 
and anthocyanins. To c[uote Combes : “Fauteux (i.e. Laborde) 
assimile le phenomene du rougBsement a une action* diastasique qui 
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donnerait naissance a uae matiere colorante rouge aux depens d’lm 
noyau ckromogene de nature pli'enoliq[ue que possederaient tons les 
tannins/’ Laborde was able to obtain red pigments from tannins by 
means of certain chemical reagents and other treatment. 

The authors mentioned are only a selection of those who have believed 
in the origin of anthocyanin from tannins, and the hypothesis held the 
field for many years ; we find it accepted in most text-books even of 
fairly recent date (Pf offer) though the evidence for its acceptance is 
far from satisfactory. 

The next hypothesis of importance is that of Palladin (203, 210)^; 
he considers anthocyanin to be a member of a class of pigments which 
he himself terms ‘respiration pigments/ Although this hypothesis is 
connected primarily with the function of anthocyanin, nevertheless 
certain reactions are involved which justify its consideration in this 
chapter. Since Palladin’s views are largely based on the action of 
oxidising enzymes, some preliminary account of these substances may 
not be out of place at this point. 

Certain organic compounds, such as guaiacum tincture, a-naphthol, 
paraphenylene-diamine. benzidine, etc., are used as tests for oxidases 
since they become oxidised to coloured products when treated with 
oxidising enzymes under certain conditions. When the juice or water 
extract of some plants is added for instance to guaiacum tincture, a 
blue colour is immediately developed, and the plant is said to contain 
a direct oxidase. Of other plants the juice or extract gives no colour 
until hydrogen peroxide is added, and the plant is said to contain an 
indirect oxidase. A direct oxidase has been considered by many 
authors to consist of a system, peroxide-peroxidase ; in the case of the 
indirect oxidase, the peroxide is missing, and has to be supplied in the 
form of hydrogen peroxide. If a systematic examination be made of 
all natural orders as to their oxidase content, it will be found that the 
direct oxidase reaction is characteristic on the whole of certain orders 
or genera (Compositae, Labiatae, Umbelliferae, etc.), and the indirect 
oxidase reaction of other orders (Cruciferae, Ericaceae, Crassulaceae, 
etc.). It may be noted, in addition, that the plants giving the direct 

^ The Physiology of Plants, translated by A. J. Ewart, Oxford, 1900, 

2 Also PaUadin, W., ‘Das Bint der Pianzen/ Ber, D. bot Ges., Berlin, 1908, xxyxc&, 
pp. 125-132. ‘Die Verbreitung der Atmungschromogene bei den Pflanzen,’ ibid. 
pp. 378-389. ‘Ueber Proobromogene der pflanzliehen Atmnngscbromogene,’ . 

1909, xxvn, pp. lOl-lOO. ‘Ueber die Bedentung der Atmungspigmente in den Oxyda- 
tionsprozessen der Pfianzen,’ ibid. 1912, xxx, pp. 104r^l07. ‘Die Atmungspigmente 
der P&mzmf !Z$ehr. physiol Ohem^r Strassburg, 1908, m, pp. 207-222. 
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oxidase reaction turn brown on injury, or on exposure to chloroform 
vapour, or often when placed in absolute alcohol. The juices and 
extracts of such plants also turn brown or reddish-brown on exposure 

to air. 

The results of investigations made by the author^, considered in 
conjunction with those obtained by other workers^ led to the suggestion 
that the direct oxidase reaction is given only when, in the plant meta- 
bolisnij, certain substances are formed which can (after the death of the 
plant) autoxidise in presence of air^ and which then in the state of 
organic peroxide form a system capable of oxidising certain artificial 
acceptors, such as guaiacum, etc. There is evidence^ that such a 
substance is either pyrocatechin or some compound containing the 
pyrocatechin nucleus. Hence, if this supposition be true, it is obvious 
that the classification into direct and indirect oxidase, on the basis 
of the blueing of guaiacum, etc., is a purely artificial one. The important 
element is the peroxidase which is practically universally distributed 
in plants. There is no direct evidence that the peroxide-peroxidase 
system exists in the livi.ng cell, though the presence of some such system 
is extremely probable. The formation of brown or reddish-brown 
pigments in extracts or tissues of those plants which contain direct 
oxidase may then be regarded aa the outcome of the oxidation of a 
mixture consisting of a peroxidase and a number of aromatic substances 
of which one at least is capable of acting as a peroxide by autoxidation. 

It is upon reactions of the kind just mentioned that Palladin’s 
hypothesis of 'respiration pigments’ is based. Palladin makes extracts 
from ’a number of plants throughout the vegetable kingdom, and after 
boiling to destroy any enzyme in the extracts themselves, adds peroxidase 
solution (obtained from Horse-radish root) and hydrogen peroxide. In 
all cases, red, reddish-brown, brown or purple pigments are produced in 
the extracts ; these pigments, moreover, are formed most readily and in 
greatest quantity in extracts of plants we know to contain, previous 
to heating, a direct oxidase, i.e. an organic peroxide, Prom his results 
Palladin deduces the fact that chromogens of an aromatic nature are 
universally distributed, and may be oxidised in the presence of oxidising 
enzymes and a peroxide (though these, let it be noted, he always adds 
to the extract). The. whole series— chromogen, enzyme, peroxide and 
pigment— form a system for transferring oxygen to respirable materials, 

^ Wlieldale, M,, *On the Direct Guaiacum Redaction given bj Hant Extracts,’ Pr<?c. 
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and hence the term 'respiration pigments.’ The chromogens, moreover, 
are considered by Palladin to be present in the living plant as prochro- 
mogens of the nature of glucosides, the hydrolysis and synthesis of which 
are controlled by glucoside-splitting enzymes, and chromogeii is only 
produced as required for oxidation. After the death of the plant the 
hydrolysis of the glucosides is rapidly increased, and the chromogeii 
becomes entirely oxidised: 

prochromogen (glucoside) + water chromogen d- sugar 
chromogen + oxygen 'respiration pigment’ 

Palladin includes anthocyanin^ among the respiration pigments, 
and explains its appearance in leaves fed on sugar, in young leaves 
and autumnal leaves, as due to excess of carbohydrates: "Diese 
Tatsache kann in der Weise gedeutet werden, dass durch Zuckerzugabe 
die Atmungsenergie so gesteigert wird, dass ein Teil des oxydierten 
Chromogens nicht momentan wieder reduziert werden kami.” 

It was first suggested in 1909 by the present writer (212) that many 
anthocyanins may be derived from the fiavones or possibly xanthones^. 
The fiavones are a group of natural colouring matters, some of which 
have been artificially synthesised by Kpstanecki*^. As a group they 
are widely distributed, and the greater number have been isolated by 
Perkin^ from plants used commercially for dyeing. They may be 
regarded as oxy-derivatives of jS-phenyl-benzo-y-pyrone : 


o 



CO 


The fiavones differ from each other in the number and position of 
their hydroxyl groups. They are all substances coloured yellow, 

^ It must be clearly understood, however, that anthocyanins, apart from the fact that 
they are aromatic substances, have very little in common with the respiration pigments. 
The latter are formed only after death (unless we believe, with Palladin, that they are 
reduced immediately in the living plant), the former only in living plants. It is possible 
that the reactions taking place in the formation of the two sets of pigments are upon 
similar lines, but there is no reason for thinking that they arise from the same chromogens. 

2 Later work, however, has not yet confirmed the origin of any anthooyanin from the 
xantjhonep: ^ . j ^ ^ ' y ' ' , / ' ' 

s See Abderhalden, E., Mochemisches Eandkxihm^ Berlin, 1911, Bd. vi., 

^ Perkin, A, G., various papers in Ghem. iSoCi Trans,, 1895-1904. 
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Table giving properties and characteristics of the commoner flavones. 


Flavonti 

Qiiorootin 


Fisetin 


Constitutional Formula 


Products of 
Decomposition 
Melting Point from Alkali Melt 


fYV<Z/' 

JJ°" 


HO CO 


Myricetin 


HO CO 


pH 

OH 


Sublimes 
above 250"^ 


Pbloroglucin 

and 

profcocatecbuie 

acid 



357® 


Distribution 

Free and as various gluco- 
sides in Quercua (bark), 
Efimmius (berries), dowers 
of Chdranthus^ Gmtaegm^ 
Viola ^ PrunnSf Hibiscus, 
leaves of Ailanthus, Hhus, 
Arctostaphylos^ Calluna, Eu- 
calyptus and many others 


Phlorogliicin Ilyrica (bark), leaves of H7ms, 
and Haeyyiatoxylon, Arctostaphy- 

gallic acid hs 



Above 360® 


Besorcinol 

and 

protocatechuic 

acid 


Rims (wood) 


Chrysin 


HO 


rYv<z> 


HO CO 

Apigenin q 

Ho/YSr-^" 


Liiteolin 



HO CO 


Kampherol 



275® Phlorogiupin Populus (buds) 
and 

benzoic acid 


347® Phlorogliicin Leaves of Apimu, Reseda 
and 

p-oxybenzoic 

acid 


327® Phloroglucin leaves of Reseda, Gmisla>, 
and Digitalis 

protocatechuic 
acid 


276® Phloroglucin In flowers of Prunm^ Del- 
and ^ phiniuM, leaves of Poly- 

p-oxyhenzoio gonum, Indigofera, Robinia 

V' ' ■ acid- ' ' 
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and according to Witt the colour is due to the chromopiiore 
group : 


o 



c 

li 

o 


in combination with the auxochrome (hydroxyl), ~0H, and the intensity 
of coloration is said to depend on the position of the hydroxyl groups. 

The flavones, as a class, are yellow crystalline substances with high 
melting points (see accompanying table). They give either a deeper 
yellow, or an orange-yellow, coloration with alkalies, correspondingly 
coloured precipitates with lead acetate, and a green or brown coloration 
with iron salts. That their distribution in plants is practically universal 
can be readily demonstrated by the colour reaction with alkalies. 
This reaction is best shown by colourless parts of plants, such as white 
flowers. Placed in ammonia vapour j almost any white flower will turn 
bright yellow (with the exception of certain albinos of Aniinhinum and 
Bmmmoyidii, see pp. 158, 209). The same yellow reaction is given 
by green organs, ^though it can only be detected microscopically on 
account of the presence of chlorophyll. On reference to the accom- 
panying table, it will be seen that some flavones occur in genera of many 
natural orders, 'while others are limited to one or a few; this apparent 
limitation is probably only due to lack of knowledge of their occurrence 
in a number of plants. Further investigation will no doubt show a 
very much wider field of distribution for all the flavones. 

There is little doubt that the flavones, as well as many other aromatic 
substances, are synthesised in the leaves from sugar. The actual 
steps of the process would be very difficult to demonstrate. On fusion 
with alkalies, the flavones split, as a rule, into phloroglucin and an 
oxybenzoic acid. Conversely, they are probably synthesised from oxy- 
benzoic acids, or their derivatives> and phloroglucin. As we know, 
somewhere in the plant and at some stage of plant metabolism, some 
aromatic nucleus must be synthesised, that is an aromatic substance such 
as phloroglucin must be synthesised from an aliphatic substance such 
as glucose. Putting together what physiological and chemical evidence 
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there m to hand, it seems most likely that the leaf is the organ where 
such a s}iithcsis takes place. 

The flavones, moreover, are usually present as glucosides in the plant, 
one or more hvdroxyl groups being replaced by sugar; hence the crude 
alcoliol or water extracts of many plants arc only pale yellow (the 
aiixochrome groups being replaced). On hj^drolysis with dilute acids, 
the sugar is split off, and the colour deepens ; at the same time a deposit 
of flavone is formed, as the free pigment is less soluble than the giucoside. 
According to Witt, the capacity for dyeing of- the flavones depends 
on the presence of free hydroxyl groups. Thus, it comes about that 
aqueous or alcoholic extracts of most plants dye but slightly when 
boiled with mordanted cloth, but after hydrolysis of the giucoside with 
dilute acid, and neutralisation, the same extract dyes more deeply. 

It has been suggested by the author (226) that the flavones may, 
in many cases, be the chromogens from which anthocyanins are derived. 
The reactions involved would then be expressed in very general terms 
as follows: 

giucoside + water chromogen (flavone) + sugar 
X (chromogen) + oxygen anthocyanin 

It is suggested that the, first reaction is controlled by a glucoside- 
splitting enzyme or enzjS-mes, and the second reaction by an oxidising 
enzyme. Also that several of the hydroxyl groups of the flavones, as 
they actually exist in the ceU-sap, are replaced by sugar. After hydro- 
lysis of one or more, but not necessarily all, of these* hydroxjd groups, 
oxidation of the flavone molecule, accompanied by condensation of 
either two flavone naoiecules, or of a flavone with other aromatic 
substances, may take place at these points. Hence the final product — 
anthocyanin — would be itself a giucoside, and the reacting substances 
would at all times he in the glucosidal state. 

Exception has been taken by Everest (248) to the above hypothesis, 
which will in future be referred to as the giucoside hypothesis, and 
it is advisable to colisider his criticisms, at tliis point, since they do not 
affect the general evidence for the hypothesis to be considered later. 

Everest makes the following:‘statements which are to some extent 
the outcome of his investigations : 

1 . No known giucoside of a flayope has more than two hydroxyl groups 
replaced by sugar ; most of the glucosides contain only one sugar molecule. 

2. All anthocyanin pigments, present in the natural state in plants 
are glucosides. No free apthocyanidins (non-glucosidal) have been 
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3. Artificial pigments identical with natural products can be 
prepared from flavones. From the flavone glucosides (except in the 
case of qiiereitrin, a glucoside of quercetin) anthocyanins are fo,mied, 
and from the flavoiies themselves, anthocyanidins. 

4. When antliocyanins are prepared artificially from flavone gluco'- 
sides, no anthocyanidin stage is passed through. This may be shown 
by conducting the experiment under amyl alcohol, in which the anthO" 
cyanidins are soluble, should they be formed. 

5. When flavone glucosides are hydrolysed, and the flavone 
converted artificially into anthocyanidins without removal of sugars, 
the latter do not again combine with anthocyanidins to form antho- 
cyaiiins. 

On the basis of the above statements Everest maintains that the 
glucoside hypothesis is untenable. For (1) precludes the possibility of 
the reacting substances being, as a rule, in the glucosidal state throughout 
the reaction ; (2) makes it essential for the final product to be a gliico- 
side, whereas (5) appears to make it impossible for such a recombination, 
i.e. between anthocyanidin and sugar, to take place. Finally (3) and 

(4) render hydrolysis unnecessary. 

Let us now consider these points. As regards (1), it is by no means 
proved that flavones in the living plant have at most two hydroxyls 
replaced by sugar. It is quite conceivable that in the living cell more 
hydroxyls are replaced, and that only stable glucosides containing one 
or two molecules of sugar have been isolated, and this by virtue of their 
stability. No definite investigations have been made as to how" many 
hydroxyls are replaced in the flavone in the plant, and in absence of 
further evidence, no conclusive sta-tements can be made. With (2) 
the author is in agreement (Wheldale, 244). Again, it is not yet deter- 
mined whether the artificial products mentioned in (3) and (4) are 
anthocyanins, and the matter is discussed later in the chapter. But, 
for the moment, grant them to be so. Then, with regard to statement 
(3), that it is not essential for hydrolysis to precede the formation of 
aiithocyanin, it may be pointed out that nothing is known of the reactions 
giving rise to the artificial pigment,; nor is there any reason for supposing 
the artificial and natural reactions to be the same. As regards (4), 
the glucoside hypothesis is still in agreement with a mode of formation 
which does not involve complete, hydrolysis at any moment. Criticism 

(5) is of no value since it is well known that glucosides axe not synthesised 
in vitro in the absence of an enzyme. Moreover, in the presence of 
an enzyme, synthesis only.^takes ’place to a small extent under special 
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conditions wliieli are certainly not realised in Everest’s experiments. 
In this respect, the results obtained in vitro have no bearing upon the 
reactions taking place in the plant. 

Hence tlie original hypothesis is not affected by Everest’s criticisms. 
First, it is quite conceivable that some of the hydroxyls of the chromogen 
(flavojt,e) reinain unhydrolysed, so that all the products are in the 
glueosidal state. Secondly, should this be disproved, there still remains 
the alternative, suggested by Everest himself and not disproved by 
his experiments in vitro, that the antliocyanidins formed in the plant 
immediately recombine with sugar. There is no reason to believe 
that the artificial reactions carried out by Everest at all reproduce the 
course of events in the living plant. 

Apart from the similarity in distribution and reactions of fiavoiies 
and antiiocyanins, evidence in favour of the glucoside hypothesis may 
be collected and arranged under the following headings: 

1. Evidence from results obtained in the cross-breeding of Antirrhinum. 
These results will be discussed in greater detail in Part II, but a short 
statement is necessary at this point, since the facts recorded are of 
value in this connection. The original type of Antirrhinum has magenta 
flowers, the colour being due to anthocyanin. During cultivation, two 
varieties, among others, have arisen as sports, viz. an ivory, and a white, 
both incapable of producing anthocyanin. Ivory, as the name suggests, 
is ivory-white in colour, and has on the palate a spot of yellow which 
is common to all varieties of Antirrhinum, except white. White is 
dead white, without the yellow spot on the palate. When a white^ ' 
is crossed with an ivory, a plant having magenta flowers like the type 
is produced, and in these flowers, magenta anthocyanin is present 
in the epidermis of the corolla. Hence the original ivory and white 
varieties must between them contain the materials for the formation 
of anthocyanin. It has been shown by Wheldale & Bassett^ that 
the pigment in the ivory variety is the flavone, apigenin : 


o 



HO CO 

which occurs in, the plant as a glucoside. 

O! certain ancestry. See p. 161. 

® Wkelcble, M., & Bassett, H. ; LL,, ‘The Flower Pigments of Antirrhinum majns* 
II. The Pale Yellow or Ivory Pigment,’ .Pioc/tem. Cambridge, 1913, Tii, pp, 441-444. 
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No flavonc is present in the white variety, but it must nevertheless 
contain a factor which, in some way, acts upon the chromogen, apigenim 
with the production of magenta anthocyanin. The magenta flowers 
contain apigenin in the inner tissues of the corolla, and anthocyanin 
in the epidermis* , This anthocyanin, isolated according to methods 
given elsewhere and purified from apigenin, gave on combustion the 
following percentages as compared with apigenin^:- 


From anthocyanin 
From apigenin . 


C H O 

50 - 60 % 5 - 11 % 44 - 39 % 

66-66 % 3-70 % 29-64 % 


from which it will be seen that anthocyanin in AntwfJmmm is a more 
highly oxidised substance than apigenin. Determinations of the 
molecular weight of this anthocyanin gave results of the order of. 700 
showing that the red pigment has a much larger molecule than apigenin, 
the molecular weight of the latter being 270. Hence it is possible that 
in the formation of anthocyanin, either two or three molecules of flavone 
condense with oxidation, or the flavone condenses with some other 
aromatic substance present in the plant. 

2. Emdeyice ffoyn analogous reactions. It has been suggested above 
that sugar is first split off from, certain hydroxyl groups of the flavones 
(which we know to occur as glucosides), and only then can changes, 
such as oxidation and condensation, take place at these points — the 
hydroxyl groups. Co-ordinated reactions of this kind are known to 
be common in plant metabolism, the most familiar case being that of 
indigo which may be represented: 

Ci 4 H 3 L 70 ^N (indican) 4- H^O — CgH^ON (indoxyl) + CgHjaOg 
2 C 3 H 7 ON + O 2 - (indigo) -f 2H,0 

The first reaction is brought about by a glucoside-splitting eimyme, 
indimulsin, which hydrolyses the glucoside indican ; the second by an 
oxidase which oxidises the colourless indoxyl to the pigment indigo. 

The development of a bright red pigment which rapidly appears 
when flowers and leaves of SchencMa blumenaviana are placed in chloro- 
form vapour has led Molisch^ to form the opinion that the reactions 

^ It should be noted that in preparation, the glucosides of both the anthocyanin and 
apigenin are spht up, and the pigments obtained for analysis free from sugar. Any 
sugar present in the molecule would naturally raise the percentage of oxygen to a con- 
siderable extent. 

2 Molisch, H., ‘Ueber ein neues, einen caarhiinrothen Farbstoff ersseugendes Chromogen 
bei Bchenohia hly^incnaviana, Ber* JO, hot, 0e8,^ Berlin, 1901, xix, pp. 14:9“152. 
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■which the products of synthesis pass from the leaves, may cause red- 
dening in the portion distal to the point of in]iiry. Analyses, made 
by Combes (207) of leaves of Spiraea which had turned red owing to 
decortication, show that red leaves contain greater amounts of both 
glucosides and sugars to the following extent: 

Ghicosides Sugars 

Green leaves 1*64 2*21 

Red leaves 6*16 4*26 

and that the increase of glucoside in red leaves is proportionally greater 
than the increase of sugar. When we assume also that the chromogen 
(flavone) is being continually synthesised in the leaves from sugar (see 
p. 111)^ then it follows that in red leaves the hydrolysis reaction, owing 
to the increased concentration of the glucosides, may take place in 
the reverse direction : 

glucoside 4* water chromogen 4* sugar 

Hence more free chromogen and consequently more pigment will be 
formed. 

5. Evidence from data as to the absorption of oxygen in gaseous exchange 
in red and green leaves. By making analyses of gaseous exchange in 
red and green leaves respectively. Combes (379) has shown that the 
red absorb more oxygen during the reddening process than the normal 
leaves. Katid (354) also demonstrated that leaves kept in culture 
(sugar) solutions in the absence of oxygen, failed, although they remained 
alive, to form any anthocyanin in contrast to similar leaves when the 
experiments were conducted in air. Molliard (370) also showed that 
oxygen is necessary for the formation of anthocyanin in radishes by 
totally submerging the roots in sugar solution, under which conditions 
the pigment failed to appear. 

That anthocyanin is produced by the action of an oxidase on a 
chromogen forms the basis of the hypothesis of Keeble, Armstrong 
& Jones (230, 231). It would appear to be evident from the results 
obtained by these authors that there is an intimate relationship between 
the distribution of oxidase and the development of anthocyanin. 
There is every reason to believe, on their evidence, that oxidation 
processes would readily take place in those tissues in which anthoc3?'aniii 
is found. These authors consider that the formation of anthocyanin 
is represented by the following equation : ^ , 

glucoside 4- en2:yme ->• sugi^ 4- chromogen 
chromogen 4 enzyme H- peroxide pigment 




rai 


JU i ! 


EE ACTIONS INVOLVED IN 


Their evidence may be summed up under two headings : viz. evidence 
from (1) presence of oxidising enzyme, (2) presence of chromogen. 

1. Ih'csence of oxidising enzyme. 

In order to demonstrate the existence of oxidising enzymes in the 
tissues, Keeble & Armstrong have adopted an excellent microchemical 
method. The mode of procedure is to place the tissue to be examined 
in either a 1 % solution of benzidine in dilute alcohol, or in an equally 
dilute solution of a-naphthol and incubate at 37° C.^ If no direct oxidase 
reaction results, the material is removed from the tube and washed 
with a dilute solution of hydrogen peroxide. The above method was 
employed with great success on petals of Primula sinensis. It was 
found that a-naphthol gave a delicate lilac-blue colour with oxidases, 
but only detected them in the bundle sheath of the veins, whereas 
benzidine gave a brown coloration and detected oxidases both in the 
epidermis and in the bundle sheath. The results as regards Primula 
sinensis may be summed up as follows : 

Flowers from all coloured varieties and recessive whites (see p. 177) 
gave a benzidine reaction in the epidermis and an a-naphthol reaction 
in the bundle sheath. These tissues being the chief seat of the pigment, 
it may be said that the distribution of enzyme and pigment in coloured 
varieties is practically coincident. Flowers of dominant white varieties 
gave no oxidase reaction. In the case of a blue variety with inhibited 
white patches on the corolla segnaents, there was a more or less corre- 
spending lack of oxidase reaction in the inhibited patches. It was found 
that the inhibitor could be removed by treatment with hydrocyanic acid 
and other methods, and the above varieties then gave the usual benzidine 
and a-naphthol reactions. Flowers of certain flaked (magenta and 
white) varieties showed no oxidase reaction in the white parts. 

Other genera were also investigated by the same method. In 
Sweet William {Dianthus harhatm) flowmrs, it was found that the 
oxidase reaction was entirely proportional to the amount of pigmenta- 
tion. Of white varieties, some were found to contain oxidase; white 

parts of other varieties were found to contain no oxidase. In Geranium ' 

saiyuineum the purple type contains epidermal oridase, but the white 
■ variety gives no such reaction. In the Sweet Pea [Lathyrus) and 
Garden Pea [Pisunijj no whites were found which did not contain 
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oxidase. Hence Keeble & Armstrong hold the view that in those 
cases where albinos give the oxidase reaction^ albinism is due to lack of 
chromogen, but in the case of Gemniimi smigwimum, Dianlhis and 
flaked Primula, lack of oxidase causes lack of pigmentation. 

The assumption that albinism in Primula, Lathyrus and Pisiim is 
due to loss of chromogen must thus remain for the present until we have 
further experimental data either for or against it. In the author’s 
experience the only instances of absence of chromogen (as determined 
by the flavone reaction) are the albinos of Antirrhinum and Phlox 
Drummondii, Flavones can be detected by the intense colour given v-ath 
alkalies, and this reaction was given by all albinos of Lathyrus and 
Pisum examined. Nevertheless it must be admitted that this is no 
direct proof, since there may be several flavones from only one of which 
anthocyanin is derived. Keeble & Armstrong’s views cannot however 
explain the case of Antirrhinum, for we must suppose the ivory variety 
to be an albino through lack of enzyme, since it contains the chromogen 
(apigenin). Yet all ivory individuals tested by the author have con- 
tained peroxidase. A possible explanation for this universal presence 
of enzyme in ivories is that several oxidases are involved in pigment 
formation. Thus only individuals free from all factors (and these are 
extremely rare, as for instance 1 in 1024 when five factors are concerned) 
would show no enzyme action. Yet at present there is no evidence 
that more than one enzyme is involved. Another possibility is that in 
Antirrhimim some third factor of a different nature is essential, con- 
ceivably for condensation (see pp. 71, 211, 212). 

Consequently, as methods for detection of enzymes and chromogens, 
one qualitative reaction is of no more value than another. Tissues 
may give the flavone reaction, and yet we cannot be sure that the actual 
chromogeii of anthocyanin is present. Similarly, we have no absolute 
proof from qualitative reactions for peroxidase that we are dealing 
with a factor for colour. We may be localising areas where any 
oxidative process is carried on (anthocyanin formation among others, 
if it is oxidative). Apart, then, from the case of Antirrhinu7n of which 
the chromogen has been isolated, and there is good evidence that only 
one exists, little can be gained from speculations as to the presence or 
absence of chromogens and oxidising enzymes, without more definite 
isolation and analysis. Atkins (233,. 246, 268), too, working with Iris 
flowers has found that there is no satisfactory evidence for the co- 
incidence of anthocyanin formation with the presence of oxidases. 

, Keeble,' Armstrong & Jones (239)^ have also 
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behaviour of anthocyaiiin in alcohol further confirms the view that 
the pigment is formed by oxidation from a colourless chromogen. 
According to these authors when coloured petals of stocks {Mattliiola) 
are placed in absolute alcohol, some colour is extracted by the alcohol, 
but both petals and alcohol become colourless in the course of an hour 
or so. If now the colourless petals are removed from alcohol and placed 
in water, the colour returns, and more rapidly if the water be hot. 
Keeble, Armstrong & Jones explain these phenomena in the following 
way, Anthocyanin is formed from a colourless chromogen by oxidation, 
the agent being an oxidase which can only act in the presence of water ; 
there is present also a reducing agent (w'hich is not an enzyme), and 
this reduces anthocyanin to its colourless chromogen when the action 
of the oxidase is inhibited by absolute alcohol. The validity of this 
explanation has been questioned both by Wheldale & Bassett (621) and 
Tswett (252). The two former authors note that an extract of antho- 
cyanin made in boiling absolute alcohol (which cannot according to 
Keeble ,& Armstrong contain oxidase) loses its colour on standing. 
The colour can be brought back by dilution with water. Hence 
obviously no oxidase is necessary. Moreover colour can be restored 
to the alcohol solution by dry hydriodic acid gas, a powerful reducing 
agent. Colour is also restored to petals, decolorised in alcohol, when 
they are placed in boiled water through which a stream of hydrogen 
has passed for some time and still continues to pass ; a condition under 
which any leuco-compound should be stable. Similar criticisms to 
these are also ofiered by Tswett. 

We now turn to the second class of evidence. (2) Presence of 
chromogen. 

Evidence for the presence or absence of chromogens is given by 
Jones (237). According to this author four classes of white flowers 
may be distinguished, {a) Those, such as Lychnis coronaria, Anemone 
japonica, Chrysanthemum sp. which produce a brown or brownish-red 
pigment when subjected' to alcohol, chloroform, etc. Such flowers 
contain a direct oxidase; (6) those, such as varieties of Dianthm Caryo- . 
phyUus and Z>. barhatusi whigh give similar pigments only on addition 
of hydrogen peroxide and contain peroxidase only; (c) those, such as 
white varieties of Plumbago capepsis and Swainsonia Tacsonia, which 
do not produce a brown pigment even after addition of hydrogen peroxide 
but contain a peroxidase, and {d) thohe, such as varieties of Sweet 
Wflham mentioned above under (1), which have no peroxidase and ' 
hence no oxidase. Reference to the account previously given of 
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Palladin’s 'respiration pigments’ at once makes it clear that Jones’ 
chromogens are identical with these pigments. Class (a) contains some 
substance which can act as an organic peroxide^ class (b) no vSiich sub- 
stance^ so that hydrogen peroxide must be added in order to give a 
pigment. Class (c) apparently contains no substance which can act 
as a respiration pigment. There is no evidence whatever that the 
chromogens of the respiration pigments are in any way the chromogens 
of anthocyanin, and hence their absence has no bearing on albinism 
with regard to anthocyanin (see footnote on p. 109). 

More recently Combes (234^ 235, 620) has brought forward evidence 
which he considers to be in complete contradiction to the oxidation 
hypothesis of the formation of anthocyanin. Combes’ work may be 
summed up under three headings: 

1. The isolation of two ' pigments from leaves of A^npehpsis 
hederacea: namely, a brownish-yellow pigment crystallising in rosettes 
of needles and having the properties of a flavone, and a purple pigment 
also crystallising in rosettes of needles and having the properties of 
an anthocyanin. 

2. The transformation of the flavone into a purple pigment identical 
with anthocyanin by reduction. 

3. The transformation of anthocyanin into a flavone by oxidation. 

The method employed by Combes of obtaining anthocyanin from 

flavone (from Ampelopsis) is to dissolve the flavone in alcohol, acidify 
with hydrochloric acid and add sodium amalgam. The solution thus 
treated with nascent hydrogen becomes violet-red and increases in 
intensity of coloration. After neutralisation and filtration, the solution 
obtained gives a purple substance on evaporation. The latter crystal- 
lises in needles grouped in rosettes like the natural anthocyanin and 
has the same melting point and properties as the natural product. 
Combes also obtained crystalline anthocyanin from a crystalline flavone 
isolated from leaves of the Privet {Ligustrum vulgare) and from a similar 
substance extracted from a variety of Vine which does not redden in 
autumn. From these results he concludes that the phenomena observed 
for Ampelopsis are not confined to that plant. And, moreover, though 
the variety of Vine (Chasselas dor6) does not redden in autumn, yet 
its leaves produce a .substance capable of being reduced to form an 
anthocyanin. In addition, he employed flowers of Narcissus incom- 
parabilis. The genus Narcissus^ m is well known, contains a readily 
crystallisable flavone, and from this substance he also prepared an 
anthocyanin-likc product by reduction. ' 
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As a converse to the above experiments. Combes oxidised antho- 
cyanin and obtained a fiavone. The method employed consisted in 
taking Ampelopsis anthocyanin and purifying it by crystallisation, 
first from alcohol, and secondly from water. The ,pnre product is 
dissolved in alcohol, and an equal volume of hydrogen peroxide is 
added. The purple colour of the anthocyanin gradually disappears, 
and a yellow solution is left which deposits crystals of a fiavone identical 
in properties and melting point with the natural product derived from 
the plant. Hence he concludes that the anthocyanin has been oxidised 
with the formation of fiavone. 

A criticism of this last experiment and the deduction therefrom may 
be made at this point. It is hot mentioned in Combes’s paper whether 
the crystalline anthocyanin had been tested in order to ascertain if 
it were free from fiavone. It is the experience of the author (Wheldale, 
254) that when a mixture of fiavone and anthocyanin obtained from 
AntirrMnum is allowed to crystallise from alcohol, both pigments 
crystallise out together in plates which, in spite of the fact that they 
may consist largely of fiavone, axe deep red in colour, and very careful 
purification is necessary before anthocyanin can be obtained entirely 
free from fiavone. When pure anthocyanin from Antirrhinum is treated 
with hydrogen peroxide, the pigment is destroyed but no fiavone is 
found. Hence it is possible that the fiavone derived from Combes’s 
anthocyanin may have been present as impurity. If, however, this 
were not the case, it still may be possible that the action of the hydrogen 
peroxide is not necessarily one of oxidation. 

Before making any criticism upon the question of the action of 
sodium amalgam, the work of Keeble, Armstrong & Jones, Tswett 
and Everest on similar lines, must be considered, 

Keeble, Armstrong & Jones (240) have obtained red pigments, 
giving, in some cases, the anthocyanin reaction by treating alcoholic 
extracts of a number of plants with zinc dust and hydrochloric acid. 
Lnder these conditions, extracts from the following plants gave red 
pigments: pale yellow 'primrose’ variety of Cheiranihus, yellow 
Daffodil, yellow Crocus^ cream Polyanthus, and the dominant white 
variety, but not recessive white variety, of flowers of the Chinese 
Primrose {Primula simnsis). The red pigment which is first formed 
will, after continued treatment with nascent hydrogen, become coIoui4ess. 
'the colour returning on exposure to air. This phenomenon led the 
autliors: to conclude that a preliminary reduction, followed by oxidation, 
is the,,aedt|tee'bf etents.: y 
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Tswett (243) also found that an "artificial anthocyaniir* could be 
prepared from apple juice by the action of strong mineral acids in the 
presence of formaldehyde or acetic aldehyde. The artificial anthocyanin 
had properties and reactions very like the natural pigment, but was 
soluble in ether, whereas natural anthocyanins are insoluble in this 
solvent. Tswett produced similar pigments, though he did not study 
them in detail, from extracts of white grapes, bananas, flesh of purple 
grapes, white petals of Rosa and Cyclamen, He failed however to get 
any formation of pigment on treatment of the following: leaves of 
white Cabbage, mesophyll of red Cabbage, leaves of Pelargonium, Orange 
skins, petals of white Pinks, white petals of buds of red Pinks, flowers of 
Lily of the Valley, Carrots, Potatoes, Kohlrabi and Barley seedlings. 

Artificial anthocyanin resembles natural anthocyanin in the following 
respects. It is soluble in alcohol, gives a green reaction with alkalies, 
red with acids and a green precipitate with lead acetate ; it is decolorised 
by sodium bisulphite, but the colour returns again on acidifying with 
sulphuric acid. It differs from the natural product in its solubility in 
ether and also its ready solubility in water, the natural pigments being 
only slightly soluble in water, except in the condition of glucosides. 

The work of Everest (248, 249) in this direction has been more 
elaborate. Mention has been previously made of the fact that Everest 
has prepared from the fiavoiies, substances which give some of the 
qualitative reactions of anthocyanin. Everest’s methods are as follows : 
He reduces an alcoholic solution of flavones, to which is added 2 N acid 
solutions, by means of nascent hydrogen formed by (1) addition of 
granulated zinc, (2) sodium amalgam, (3) electrolysis, using sulphuric 
acid and lead electrodes, and (4) magnesium ribbon. The materials 
employed were quercetin, quercitrin and extracts from various flowers 
and tissues. In many cases a red pigment is obtained as reduction 
proceeds. When quercetin was employed, the product could be 
extracted quantitatively from the acid solution by amyl alcohol showing 
it to be an anthocyanidin. When quercitrin, a monoglucoside of quer- 
cetin, was used, anthocyanidin, contrary to expectation, was also 
obtained. Extracts, however, from flowers and other tissues, in which 
the flavones are presumably in the glucosidal state, gave anthocyanins 
in the cold and anthocyanidins on hydrolysis. 

Everest jalso lays stress upon the fact first noted by Keeble, Arm- 
strong & Jones (240), that the artificial anthocyanin is reduced to a 
colourless substance by vigorous . reduction with nascent hydrogen. 
This is also the case with the natural pigment (see p. 55). This similarity 
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in behaviour, together with the solubility in amyl alcohol and the 
green reaction with alkalies, he considers to be a complete proof of the 
identity of the two pigments. 

The author, in conjunction with Bassett (265), has prepared red 
products from both quercetin and apigenin. In the case of apigenin, 
the substance was analysed and found to be a reduction product, but 
its reaction with alkalies in no way resembled that of anthocyanin. On 
the other hand, there is every reason to believe that the anthocyanin 
of Antirrhinum may be derived from apigenin by oxidation and con- 
densation. Hence, in the only instance where both artificial and 
natural anthocyanins have been obtained from a flavone and have 
been analysed, they appear to be by no means identical. 

More recently Willstatter (257) has investigated the problem of the 
artificial formation of anthocyanin, and maintains that two substances 
are produced when quercetin is reduced with nascent hydrogen. In 
his experiments, an alcoholic solution of quercetin acidified with hydro- 
chloric acid is reduced with sodium amalgam or magnesium. A purplish- 
red product is obtained, and the bulk of this substance he terms allo- 
cyanidin ; on the basis of analysis (by combustion) of the product he 
suggests the following constitution and reactions: 

. 9 OW . OHyH ow _ OH /H * 


Quercetin Allocyanidin 

Allocyanidin forms a crystalline compound with hydrochloric acid, 
but is unstable on heating with the dilute acid. When, however, the 
crude solution obtained from the reduction of quercetin is diluted and 
heated, it does not entirely lose colour owing to the presence,^!!! Will- 
statteris opinion, of a small amount of a second product. Isolated and 
analysed, this latter product was found to be identical with cyanidin 
chloride, and it is suggested that the reaction takes place as follows : 


m§ 
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From 33 gms. of quercetin^ 0T65gm. of the product was obtained. 
It seems to be open to criticism to assume that this product is formed 
by reduction; it is also doubtful whether the analysis (by combustion) 
forms an elBBcient proof of its identity with cyanidin^ though its resem- 
blance in chemical and physical properties certainly lends support to 
the statement. Granted, however, that cyanxdin is formed from quer- 
cetin by reduction, we still have no proof that this is the process employed 
by the living plant. 

The contents of the present chapter may be summarised as follows. 
There is strong evidence for the belief that anthocyanins are formed from 
" the flavones, and that these substances are the chromogens of the 
Mendelian writers. But the actual processes ixivolved are still debatable. 
There is evidence, from Keeble & Armstrong’s work, that the presence 
of antliocyanin is often connected with the presence of oxidases, but there 
is no proof that oxidases are th?e agents in transforming flavones into 
anthocyanins. From the analyses of pigments of Antirrhmum, it appears 
that the anthocyanins of that genus are more oxidised than the flavone, 
apigenin, which is present in the plant, and the artificial product 
formed by reduction from apigenin is moreover not identical with, a 
natural antliocyanin. On the other hand, there is the evidence from 
Willstatter’s experiments that quercetin on reduction will produce, as 
a by-product, a substance identical with a natural antliocyanin. To 
obtain a satisfactory solution to the problem, further experimental 
work is necessary, especially on the lines of isolation and analysis of 
other plant anthocyanins and the flavones which accompany thend. 


^ See also Appendix. 



CHAPTER VIII 


THE SIGNIFICANCE OF ANTHOCYANINS 


Biological significance. 

The function of anthocyanins in rendering ■ the corolla, perianth, 
bracts and other parts of the inilorescence attractive to insects may be 
regarded as their biological significance ; so also the function of making 
ripe fruits conspicuous to birds. Neither of these subjects is dealt with 
in the present volume, but references are given to the work of Knuth 
(426), Focke (423) and others, from which further information can be 
obtained. 

Physiological sigmjicance. 

Several physiological functions have been assigned to anthocyanins 
but, broadly speaking, they fall into three classes. Though each hypo- 
thesis has been closely criticised by the various investigators of the 
problem, the final issue is far from being complete and satisfactory. 
The three main ideas are : 

1. That of shielding the chloroplastids from too intense insolation; 
this is known as the ‘light-screen' hypothesis. In slightly different 
forms it has been advocated by Kerner, Kny, Wiesner, Keeble and 
Ewart. 

2. That of assisting the action of diastase by screening it from 

deleterious rays, and thereby facilitating the hydrolysis of starch and 
subsequently translocation. This view- has been mainly supported by 
Pick, and Koning & tleinsius. . . . , 

3. That of absorbing certainriight rays and converting them into 

heat. Though the conception of anthocyanin as a medium for raising 
the temperature of tissues was due to earlier writers, notably Comes 
and Kerner, yet it was Stahl who first regarded this “ “ “ 


as a valuable 

transpiration^, he also, considered other processes of 
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general metabolism, including translocation and fertilisation, to be 
furthered by the warming effect of the pigment. 

The Gight-screen ’ hypothesis had no doubt a basis in the work of 
Pringsheim. About 1880 Pringsheim^ published the results of various 
experiments on carbon assimilation,, and among these, the effect of 
light of different colours and intensities on chlorophyll. He found that 
white light of a high intensity decolorised chlorophyll, but in red light 
the effect was suppressed. In yellow, green, or blue light, on the 
other hand, it is easy to decolorise and kill the cells of many Algae, 
Characeae, Musci, Filices and Phanerogams. Thus in white light, 
the result was attained in two or three minutes, in green and blue in 
five minutes, whereas in red light of the same intensity and after twice 
or four times as long exposure, no changes took place. Hence he sup- 
poses the red rays to be photochemically inactive, or only very slightly 
active, on plant cells. That the injurious effects were not due to heat 
is shown by the fact that in green light the temperature did not rise 
sufficiently to be harmful to plant cells. For instance even in red light, 
the temperature of the water drop in which the tissue was placed, 
was raised to over 45"^ C. within five minutes, and yet after 15-20 
minutes’ exposure, there was neither decolorisation nor death of the 
cell. On the other hand, in green and blue light, cells were decolorised 
and killed in five minutes, although after 15-20 minutes’ exposure, 
the water scarcely reached 35-36°, a temperature quite harmless to the 
cells. The solutions used were for red light, iodine in carbon bisulphide, 
for yellow, potassium bichromate, for green, copper chloride, and for 
blue, ammoniacal copper sulphate. 

It would seem, however, that Pringsheim may have overrated the 
destroying effect of sunlight on chlorophyll, for Reinke^, in a paper 
published in 1883, mentions some results he obtained by exposing both 
the green and red (anthocyanin) parts of plants to light intensified by 
a lens, the heat rays being' cut off by a screen of alum solution. He 
found that the chlorophyll in leaves of Elodea and Imf aliens and the 
red pigment in the petals of Palaver and Rosa were not decolorised 
unless the light intensity became 800-1000 times greater than normal 

3 Pringsheim, N., ‘Ueber Lichtwirkung und Ohlorophyllfunction in der Pflanze/ 
JahrK wias. Bot., Leipzig, 1879-1881, xir; 1882, xin. , Also ‘Pringsheim’s Besearches 
on Chlorophyll,’ translated and condensed by Bayiey Balfour, Q. J, Microsc. London, 

1882, xtn, pp. 76-112, 113-135,. 

2 Beinke, J., ‘Untersuchungen tiber die Einwzrkung des Lichtes auf die SauerstoS- 
ausscheidung der Pfianzen,’ Bot, Ztg.y Leipzig, 1883, XLi, pp. 697-707, 713-723, 732-738. 
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sunlight. Wlmii in light of only 200 times the intensity, there was no 
bleaching of Blotka even after two hours’ exposure. 

Kerner (398) appears to be one of the first, if not the first, to make 
suggestions as to the significance of anthocyaiiiii, though in his Pflanzefi- 
leben (188o)b he by no means confines himself to one use of antho- 
cyanin to explain its appearance in different places under various 
conditions. Thus, for instance, in stems and petioles, he says, it may 
be of use in keeping back light rays which would decompose the travelling 
materials. (This view may be original or may be taken from Pick, 
see p. 131.) Ill other cases it is produced temporarily for the same 
purpose when there is a transmission of metabolic substances on a 
large scale as in the seedlings of certain starchy seeds (polygonums, 
oraches, palms and grasses). Again, in spring, it appears in young leaves 
and shoots when supplies are travelling to them from their place of 
storage in the stem. In autumnal leaves, all materials of use to the 
plant are passing out for storage ; hence the value of autumnal colora- 
tion. Anthocyanin developed on the under surfaces of leaves, is, on 
the contrary, not protective but absorbs light and changes it into heat 
which is serviceable for growth, metabolism and translocation. When, 
in shrubs and herbs, anthocyanin appears on the under leaf-surfaces, 
this is only the case in the lowest leaves near the ground ; the upper 
leaves remain green and so do not prevent light from passing through 
to the leaves beneath them. The development on the under surface 
of leaves of marsh plants and floating plants has similar uses. Thus, 
there is not only retention by anthocyanin of rays injurious to meta- 
bolism, but there is, at the same time, a useful transformation into heat. 
When, he continues, the surrounding temperature is low, plants are 
often entirely reddened, as in some small annuals developing early 
in the spring (Saxifmga, Hutchimia, Androsace); also in seedlings 
germinating at low temperatures. It is, for the same reason, common 
in the vegetative parts of many High Alpine plants. Of siifiilar. value 
is its distribution, on the under surface of petals and perianth leaves 
of flowers which close by night. ' ' 

Two further observations of interest are mentioned by Kerner. 
Qne,. that plants which have leaves covered with a felt or wool of hairs 
rarely develop anthocyanin, since such leaves do not need so much 
protection from light. . , • 

J The second observation is that made on Satureja hortensis, a plant 

^ The Fflanzenleben appears to have been issued in parts seyeral years before the 
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growing wild in the Mediterranean region and in ciiltiwation in gardens 
‘where it is known as tlie Summer Savory. In the shade it is green; 
exposed to the sun its stems and leaves are dark violet. Kernel* sowed 
the seeds of this plant in his Alpine garden, 2195. metres above sca-level, 
in the Tyrol. There, as a result, it is supposed, of the intensity of 
the sun’s rays, it produced anthocyanin in extraordinary abundance. 
Such an adaptation, as he points out, can only take place in plants which 
arc able to form the pigment. Seeds of Lmiim iisilatissinmm were 
sown next to- the Savory ; the seedlings turned yellow and failed to 
survive owing to the fact, in Kerner’s opinion, that they are unable 
to form anthocyanin to protect the chlorophyll and are also without 
any development of hairs. 

In 1885 Eeinke^ published further results which, if accepted, make 
it diiOFicult to uphold the Tight-screen’ hypothesis. The problem he set 
out to investigate was the effect of the different parts of the spectrum 
on the destruction of chlorophyll, and he claims to have shown that 
the red rays have the maximum destructive effect, and that this power 
decreases in the other parts in the following order — orange, violet, 
yellow, blue, dark red and green: when this sequence is compared 
with the absorption spectrum of chlorophyll, it will be seen that the 
rays which are most absorbed by chlorophyll have the greatest destruc- 
tive effect upon it, and those which are least absorbed, do not have 
any effect upon it. 

Further support was given by Hassack (393) in 1886 to the screen 
hypothesis, though his work is chiefly confined to the histological 
distribution of anthocyanin in leaves. 

In 1887 a paper appeared by Engelmann (394) which has considerable 
bearing on the problem. By means of a microspectral photometer, 
Engelmann investigated the spectra of the pigments in red leaves, 
and found that the absorption of red pignient is, on the whole, comple- 
mentary to that of chlorophyll. Hence we are confronted with this 
dilemma. Anthocyanin absorbs those rays which are not absorbed 
by chlorophyll ; the rays least absorbed by chlorophyll are, according 
to Reinke, the least harmful to chlorophyll. Therefore anthocyanin 
absorbs the rays which are least, and not most, harmful to chlorophyll. 
How then can it be a protective screen ? If we accept Reinke’s results, 
a green screen would be the best protection as it would absorb the rays 

^ Beinke, J., ‘Die Zerstorang von Chloropkylllosungen dnrch das Licht und eine 
neu©^ Metkode znr Erzeugung des Normalspectmms,’ Bot. Ztg., Leipzig, 1885, XLm, 
pp. 65-70, 81-89, 97-101, 113-117, 129-137. 
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wliicii are most absorbed by chlorophyU and are, at the same time, 
most injurious. If, however, wo accept Pringsheim’s results that 
the green portion of the spectrum is most harmful, then it is possible 
to consider the rpmstion as to whether anthocyanin is a screen 

or 3iofc. 

The matter waB again brought up by Kny (397) in 1892. To test 
the efficiency of anthocyanin as a light screen, Kny placed a solution 
of chloropliyll behind a parallel- walled glass vessel which was filled in 
one case with an extract of red, in another with an extract of white. 
Beet-root. Behind the red extract, the chlorophyll retained its colour 
much longer than behind the white. This experiment is of little value 
since chlorophyll in a dull light (such as would be the case behind the 
red solution) invariably retains its colour much longer than in a bright 
light. 

Again, in 1894, Wiesner (400) supported the screen theory for the 
protection of chlorophyll, especially in young leaves. 

In 1895 Keeble (403) published a paper of some significance on the 
hanging foliage of troifical trees. The characteristic pendent position 
and red coloration of young leaves of some of these trees has been 
mentioned in Chapter ii. Keeble is of the opinion that, though the 
development of red pigment is not universal among them, yet it may 
serve as a protection against strong insolation, not only as a screen 
but also by protecting the leaf froih too great heating. This view is 
based on an experiment carried out with red and green leaflets of 
Amhersiia nobilis* These were laid side by side in the sun, and the 
temperature taken by thermometers placed upon the upper surfaces 
of the leaves; the thermometers were then placed under the leaves 
and the temperature again taken. His results and conclusions are 
expressed as follows: ‘^..when young thin red and older tougher 
green leaves of Amherstia are exposed side by side to the direct rays of 
the sun, the temperature, as registered by the thermometer, is higher 
to the extent of F C. at the upper surface of the red leaves : conversely, 
of the temperatures registered at the lower surface of the leaves (i.e. 
behind them), that beneath the green is higher than that beneath the 
red, by a similar amount. 

'"Put in general terms, the surface-layeys of the red leaf reflect 
more heat than those of the, green leaf. The green leaf, conversely, 
absorbs more of the sun’s thermal rays than the red. Now, the two 
sets of leaves differ in two respects: first, in colour; then in that the 
green has a thicker, more developed cutfple (and mesophyll) than the 
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red. This might, therefore, be expected to oppose a more solid resistance 
to the heat-rays than the thin immature cuticle of the red ieai That 
such is not the case must be regarded as due to the fact that the different 
colouring-matters have different powers of reflection and absorption 
of heat, and that this difference is of such a nature that the red colouring- 
matter more effectually cuts off heat-rays from the body of the leaf 
than does the green. That is to say, the red colouring-matter 
acts as a screen by which the thermal effects of the sun’s rays are 
moderated.” In conclusion Keeble says: ‘'In addition, then, to its 
value as a screen, the red or reddish coloured saps of such trees as 
Amherstia nobilis have the capability of affording to the young leaf, 
if necessary, a protection against too great heating effects of the rays 
of a tropical sun.” 

Later, Keeble’s conclusions have been adversely criticised by both 
Stahl (406) and Smith (420): the latter remarks, alluding to Keeble: 
“From his somewhat rough experiments he drew the novel conclusion, 
which... is exactly the opposite of the conclusion logically to be drawn 
from' his observations, that the red colour is a protection against too 
great heating up of the leaf.” 

In 1895 a long paper appeared by Ewart (401) on ‘ Assimilatory 
Inhibition in Plants.’ Ewart maintains that leaves, especially of shade 
plants, when exposed for a long time to strong illumination, suffer from 
inhibition of photosynthetic power. He considers the development 
of anthocyanin, on exposure to light, to be an adaptation for protection 
against this light rigor, rather than a protection against the destruction 
of chlorophyll. We shall return later to further criticisms by 
Ewart. 

We will now pass on to another suggestion as to the uses of antho- 
cyanin, though it was the first in point of time. It is. that made, in 
1883, by Pick (391), who maintained that red light increases the rate 
of hydrolysis and translocation of starch, while it allows photosynthesis 
to go on unhindered. Hence its frequent occurrence in stems and 
petioles ; also in young leaves where there is active metabolism and in 
autumnal leaves from which there is a migration of substances which 
may be useful for storage. Pick brings forward certain evidence, 
namely that in red leaves the palisade parenchyma contains less starch 
than the spongy, on account of the increased translocation under the 
influence of the red light. He, moreover, gives the results of an experi- 
ment with a view to proving the same point. Of the lobes of a large 
leaf of Ricinus, one was illuminated by, light coming through orange 

O'— ^2 . ' * 
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glass, a secotid by light through ruby glass, a third by light passing 
through authocyanin solution (of beet-root), while a fourth remained 
in bright insolation. All the lobes weie illuminated thus for four hours. 
Ho then found that tlie iiisolated lobes had more starch in the palisade 
parenchyma, though there was a considerable amount in the spongy 
tisBixc too, whereas the lobes coyered by red glass and antliocyanin 
solution had more starch in the spongy parenchyma; of the lobe 
covered by orange glass, there was nothing in particular to note. From 
these results Pick concludes that the lobes illuminated by ruby glass 
and authocyanin solution had assimilated as much as the directly 
iiisoiated lobe, but translocation had been more rapid. 

Pick’s conclusions were adversely criticised by Wortmami (619) 
who maintained that the observations on starch distribution in red 
leaves are valueless because, first, it was not noted whether green 
leaves behave difierently under similar circumstances, and secondly, 
the effect of red light on diastase activity outside the cell should 
be investigated also. As regards the experiment on the Bieinus leaf, 
he points out that, according to Stahl, the palisade cells and chloro- 
plastids are adapted to starch formation in bright light, while those 
of the spongy parenchyma are adapted to diffuse light. Hence the 
distribution of starch in the lobes exposed to red light may be explained 
on the ground that they receive less light than the directly insolated 
leaf. Since Wortmann’s criticisms have not been refuted, the question 
still remains unsolved. Later, Ewart (406) also criticises Pick’s 
deductions. Pick has stated at one point that young red leaves have 
little starch because the translocation is furthered, but as the leaves 
mature, and the pigment disappears, more starch develops. Ewart 
makes what appears to be a more natural suggestion, namely that 
photosynthetic activity increases as the leaf matures and this is so 
even if the leaf should retain its red colour. 

More recently Koning & Heinsius (416) have again reopened the 
question as to whether authocyanin acts as a screen for diastatic activity. 
These authors quote the results of Brown & Morris to the effect that 
the diastase content of leaves decreases after a period of exposure to 
bright light, and that the enzyme is chiefly destroyed by the violet 
and ultra violet rays.^ Koning & Heinsius claim to have shown experi- 
mentally that the abbve-mentioned rays are absorbed, not only by a 
water extract of anthocyanin, but also by the pigment in the living 
' leaves ; also, by placing branches of Quercus mhra and other species 
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is these same rays wHch cause the foraiatxoh of anthocyanin, Piiially, 
it was shown that red leaves always contain more diastase than green. 
Prom these results the authors conclude that anthocyanin has a 
protective action on diastase. 

The third theory which has been so largely supported by Stahl 
(405) is based on the power shown by anthocyanin of converting light 
rays into heat, Kerner, as previously mentioned, had the idea of this 
function pi anthocyanin, but Stahl laid stress on a special aspect, viz. 
that of accelerating transpiration in red leaveA 

Stahl, however, was by no means the first to suggest a connection 
between light absorption and transpiration. As - early as 1879-80, 
Comes (388, 389, 390) published the results of work on the effect of 
light on transpiration. He used pot plants which were enclosed in a 
zinc case with a glass front, and the loss of water was determined by 
weighing. The plants were also, exposed to differently coloured light 
obtained by using potassium bichromate, ammoniacal copper, and 
alcoholic, chlorophyll solutions* The transpiration of various coloured 
corollas was observed, the absorption bands of the pigments being also 
ascertained. From his experiments Comes arrives at the following 
conclusions. Transpiration is affected by light as well as by physical 
conditions; other things being equal, a plant transpires more in the 
light than in the dark,’ and the effect of light is proportional to its 
intensity. Light favours transpiration only in so far as it is absorbed 
by the colouring matters, and thus, that organ transpires most which 
is most highly coloured. (This point was demonstrated by the coloured 
corollas; those of ^^ich the pigment showed absorption bands in the 
greatest number, breadth and intensity, transpired most strongly.) 
Moreover, the rays which are most favourable for transpiration in a' 
coloured organ are those which are most absorbed by it. Hence the 
transpiration of an organ is slightest under the influence of light which 
is of the same colour as the organ itself, and strongest when under the 
rays of the complementary colour. We have here then in 
results the basis of StahPs hypothesis, that the red pigment of leaves 
brings about additional absorption and heating of the leaf, and conse- 
quently greater transpiration. . ’ ' 

In addition, Kny (397) claims to have shown, by means of a simple 
experiment, that red leaves do attain a higher temperature than gi‘een. 
Kny filled two parallel-sided vessels with green and red leaves respec- 
tively of the same plant, and then filled up the vessels with water. 
When these were exposed to light^ the heat rays being cut off by alum 





solution, tlie temperature i.B. the vessel containing red leaves rose nigner 
than that in the one containing green. 

Stahl's (405) experiments and his criticism of the work previously 
clone in this direction are all included in his paper 'Ueber bimte Laub- 
bllitter.’ An account is first given of his experimental work on the 
method of finding the respective temperatures of red and green leaves. 
The apparatus used was a thermo-junction with spatiuilate electrodes 
which could be buried in the substance of the leaf. The source of light 
was a gas burner, and sometimes a Leslie cube was used by which dark 

Owing to the size of the electrodes, thick 
One of the species 
On taking 


was a gas 

heat only was obtained. 

and fleshy leaves' were most suitable for use. 
employed was an epiphytic orchid, Sarcanthus rostratiis, 
the temperature of both green and red leaves, it was found that the 
red had a temperature of 1*5'' above the green in one experiment, in 
another of 1*82^. Similar results were obtained with the red and green 
parts of one and the same leaf of Sempemmm tectomm. Though more 
difficult to manipulate, some thin-leaved plants were used with similar 
results; for example, a difference of temperature of for Begonia 

Jieradeifolia var. nigricans , 0-22 for Pelargonium peliatuni and 0*14 for 
Tulipa Greigi. A rise in temperature of red leaves over green was 
also obtained when the Leslie cube was used. In addition, other 
investigations were made using coco-butter instead of the thermopile. 
The melting-point of the butter was raised by mixture with beeswax, 
and was then spread in a liquid condition as thinly as possible on the 
under surface of the leaf. When the butter was set, the upper leaf- 
surface was exposed either to the sun's rays or to flie heat of the Leslie 
cube. The butter was found, to melt more rapidly, and to a greater 
' degree, on red leaves, or parts of leaves, than on green. 

Stahl then proceeded to apply these results to cases which have 
been discussed by previous investigators. With regard to Kerner’s 
experiments on Linum and Satureja in the Tyrol, which we have already 
no^, Stahl suggests that it is , not from lack of protection of chlorophyll 
that the flax suffers, but from the low night temperature, against which 
it would be protected vrere it able to form anthocyanin with the resultant 
raising of temperature. Stahl proposes that the additional experiment 
should be conducted of covering up.ithe PAnum by nighfe If then the 
plant is still unable to survive, Kerneifs view is more feasible. In 
genera], also, with Alpine vegetation, Stahl is of the opinion that the 
red leaves and stems take a, higher temperature than the green, and 
^ thuB^ in' a wider and mor,e, general settle than Piok'hfi fin' dem- 
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warineabsorbierenden Blattrot besitet die Pi5an;ie ein Mittei. die Stof!- 
xind Kraft wechselprocesse zii beschleunigeB ’ Stahl suggests that at such 
low night temperature, Linum is unable to translocate starch, and thus 
the plant becomes ^starch-sick/ and synthetic reactions cannot proceed ; 
but he admits that the experiments require further attention. He has 
himself made observations upon cultures of Linum and Salureja at 
Pontresina and found, after a night with temperature about 0° C., in 
the morning the Linum leaves were still full of starch, wdicreas Salureja 
leaves were starch-free, although exposed during the previous day to 
intense sunlight. Stahl’s view on this function of anthocyanin was 
also applied to autumnal leaves. 

Again, the reddening of stigmas of anemophilous flowers is considered 
by Stahl to be another illustration of the value of the heating properties, 
As examples of trees and plants possessing such a characteristic, he 
quotes species of Pofulus, Salix, Plaimius, Uhnus^ Oslrya, Ca/rfinus, 
Corylus, Alnus, Acer, Fraxinus, Poterium sanguisorba and Eunmx 
scuiatus, and of these, the trees, he points out, flower early in the year. 
Hence the presence of anthocyanin is a special adaptation for raising 
the temperature and thereby furthering the growth of the pollen-tube. 

Stahl next deals with his own suggestion as to a special significance 
of anthocyanin which it possesses by virtue of its temperature-raising 
properties. Pie maintains that anthocyanin is frequently found in 
leaves of water-plants inhabiting marshy places ; also to a considerable 
extent in the leaves of shade-loving plants in damp tropical regions. 
Pile presence of anthocyanin in these leaves leads to a rise of tempera- 
ture, and thereby accelerates transpiration which is rendered difliciilt 
by the conditions of such habitats. He quotes as examples the red 
under surfaces of leaves of Nymphma, Yillarsia and the frond of 
Lernna ; of marsh plants. Orchis maeulaid, 0. latifolia, Ranunculus acris ; 
of shady wood plants. Arum maculatum, Phyteuma sficatum., Hypochmris 
maculata. These are, however, insignificant as compared with tropicaP 
plants of which he quotes many examples from Borneo, Java and Mexico, 
of the orders Begoniaceae, Orchidaceae, Acanthaceae, Gesneriaceae, 
Marantaceae, Araceae and Melastomaceae Stahl even goes so far as to 
say that in the case of leaves which develop blotches of anthocyanin, 
the lower leaves near the moist ground are more strongly marked than 
the upper leaves which may not be marked at all {Polygonum Persicaria). 
Also in Java he has noted that shaded pitchers of Nepenthes lying on 
the ground amongst ferns and mosses were deep red, while those borne 
high up above the vegetation had only a slight reddening. 
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One item of special interest he also notes, namely, that red blotches 
on leaves give off less water (tested by cobalt method) than 

green ; this he found to be due to the fact that the red parts contained 
fewer stomata. Stahl, however, seems to think this compatible with 
his views, as too greatly increased transpiration might otherwise occur. 
Brandies of the reddeaved Beech and Hazel he finds to transpire more 
strongly than branches of the ordinary species when both were placed 
in the shade, but in the sun and a dry atmosphere, the opposite ^yas the 
case. 

As regards the coloration of young leaves, Stahl considers that 
reddening in temperate regions assists metabolic processes at low 
temperatures. In the tropics, on the other hand, the most intense 
colouring, he says, freq[uently occurs in the densest shade forests, and is 
then an adaptation for promoting transpiration by heating up of the leaf ; 
a view completely opposed to that held by ILeeble (403). 

E'wart’s (406) work and criticisms are so much connected with both 
the screen hypothesis and that of Stahl, that it will be more convenient 
to consider the arguments in the order which he follows in his papers. 
He first concludes, from a number of observations and experiments, 
that strong insolation may bring about inhibition of photosynthesis, 
and hence too bright light may be injurious in this way rather than 
in the destruction of chlorophyll, and this is especially so in the case of 
shade plants. He is of the opinion, moreover, that anthocyanin does 
act as a protection in such cases, for he apparently trusts Pringsheim’s 
observations, in preference to Reinke’s, that concentrated blue or green 
sunlight will kill and bleach chlorophyll grains in five minutes, whereas 
concentrated red rays (the heat rays being eliminated) will only 
cause bleaching after twenty minutes. Anthocyanin absorbs 70-90 % 
of the green and 50 % of the blue, that is just those rays w^hich are most 
harmful to chloroplast activity, while rejecting those useful for photo- 
synthesis. If, according to Stahl’s view, its function were tha.t of a 
heat absorber it would, instead of absorbing the grogh and yellow rays 
(of which the heating effect is comparatively .slight), show a marked 
absorption of the dark heat rays, and this is not the case. But he 
V, ' admits that Stahl has, obtained ^ rise in temperature of one or two 
degrees in red leaves by exposure to dark heat rays. This higher tem- 
, ,perature, he considers, to be a disadvantage, and since the red leaves 
might thus be liable to transpire too .mucfi, excess of transpiration is 
prevented by development of fewer sfomAta, Stahl has, as we have 
seen, shown that red leaves,, or areas, hajve fewer stomata than green. 
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and that green leaves also give ojS more vapour in sunlight and dry air 
than red ones. 

The development of anthocyanin in young leaves and many tropical 
shade-loving plants is not considered by Ewart to be an adaptation 
for promoting transpiration. Its purpose^ on the other hand^ is to 
guard against assimilatory inhibition to which shade plants may be 
especially liable if accidentally exposed to intense light. . He points out 
that in trees and shrubs with young red foliage, individuals growing 
in shady positions are less red than those in the sun, whereas, according 
to Stahl, it should be the reverse. Further, though it is true that 
certain plants growing in the shade form a considerable amount of 
pigment, yet of these, again, individuals growing in the more exposed 
positions have more colour than those in the deepest shade, Ewart 
infers that such plants are extremely sensitive to, and are injured by, 
light of marked intensity. He further points out that in many plants 
which have anthocyanin on the under surfaces, the ventral surface of 
the young leaves is exposed to light ; in one variety of Musa, for instance, 
anthocyanin develops on the under surface when the young leaves are 
vertical and rolled up, but it disappears as the leaf unrolls and expands 
horizontally. In Uncaria sclerophylla the young leaves are so folded 
that the ventral surface is most exposed and this develops anthocyanin 
which disappears as the leaf expands. Several other instances are 
also quoted, one of the most interesting being Mimosa pudica, in which 
red coloration is developed on the parts of the under surfaces of the 
leaflets which are exposed when folded. Ewart, however, does admit 
that, in the case of certain Begonias which have horizontally expanded 
leaves with red under surfaces, Stahl’s view of the function of antho- 
cyanin may, be the correct one, and there are other cases where it is 
difficult, he says, to find any use at all for the pigment. 

That the distribution of anthocyanin does not conform to Stahl’s 
hypothesis is emphasised in the following passages from Ewart’s paper. 
'Hf the primary function of the red dye in the tropics were to increase 
the amount of transpiration, then it would be only natural to expect 
that it would be formed in greatest abundance where the temperature is 
lower and the air more nearly saturated with water-vapour. The very 
opposite is however the case. Thus at the foot and sides of the volcanic 
mountain of Gedeh, and in the valleys around, very many plants 
have a reddish colour, especially in the young leaves. As one ascends 
this becomes less marked, until at Tjibodas and in the forests above it 
(4500 ft. to 6500 ft.), the number of plants showing a red colouration. 
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and the intensity of the latter when present, reach a minimum. 
The vegetation at this elevation is almost entirely green, a few plants 
only, especially if growing in open clefts or glades in the forest, having 
more or less reddish young leaves. Yet it is just here where a power 
of stimulating transpiration is apparently most needed; for at this 
elevation the air is, during the greater part of the time, at or near 
saturation-point. On the other hand if the fed pigment acts as a pro- 
tection against sunlight, it is easy to understand why here, where the 
sun rarely shines for more than a few hours daily and then generally 
througli a haze of clouds, the protective red pigment should almost 
entirely disappear; for it is just the more refrangible photochemical 
rays which the air saturated with, water-vapour absorbs in greatest 
amount.” 

And again, ^'In Java at the commencement of the wet S.W. monsoon 
and in Ceylon at the rainy commencement of both monsoons, the 
vegetation acquires a more marked reddish tinge than* the dry periods 
between the monsoons. This is, however, simply due to the fact that 
the young foliage, which in most tropical plants is more or less tinged 
with red, is very much more abundantly formed at this period than 
during the dry season. Even during the wet season in West Java, 
there is almost always bright sunlight until mid-day, lasting often till , 
3 or 4 p.m., and occasionally all day ; so that the young foliage which 
the rain has caused to be prodiiced in such abundance is exposed for 
six hours on the average to very bright illumination, the sunlight from 
9~12 being the brightest of the day. Hence the protective red coloura- 
tion is perhaps quite as necessary during the wet season as during the 
' dry.” 

The question as to the significance of the non-development of pig- 
ment in the stomata in leaves with red epidermal cells is also considered 
by Ewart. Stahl’s view is that the stomata by this means transpire 
less, and so are able to keep open longer for purposes of transpiration 
and photosynthesis. Ewart, on the contrary, regards the absence of 
anthoeyanin as being due to the fact that the stomata are organs which 
react to light, and it is important that they should be exposed to the 
same intensity of light as that falling on the rest of the leaf even at the 
.risk of injury. 

Again, Stahl, as we mentioned previously, looks upon the develop- 
ment of anthoeyanin in stigmas of anem6pMlom plants idaptatioh 
’ iar imposing the tempei;ature and ai^ng the growth Of the pollen-grain. 

” Ewatt, jbipwever,. notes that it hM :b4n shown hiiBt the pollen-tube 
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growth is retarded by light and hence is protected by the pigment. 
Similarly, Stahl considers the reddening of young shoots in temperate 
regions in the spring to be protective against cold, whereas Ewart 
considers the function to be protective for the chloroplast, since the 
latter is more sensitive to light when the temperature is low. Reddening 
of submerged plants in sugar-cultures Ewart explains as being due to 
an unhealthy condition of the plant in which state it requires more 
protection against light. 

Ewart concludes thus: There can be little doubt that, both in 
the tropics and in temperate climes, the main and primary function 
of the red dye, when present in exposed parts, is to act as a protection 
against light of too great intensity; though in all cases its presence 
at the same time confers upon the plant a slightly increased power of 
absorbing heat. For calling attention to this latter possibility Stahl 
deserves full credit from both the physiologist and the biologist: in 
a few cases, such as in the horizontal leaves of shade plants having the 
red colouration present on the under surfaces only, the relatively slight 
heat-absorbing power of the dye may, by secondary adaptation, have 
become its most important function.” 

The latest work on the physiological significance of anthocyanin, 
and undoubtedly the most accurate, is that published by Smith (420) 
in 1909. This author determined the temperature of leaves in tropical 
insolation in Ceylon, using a thermo-electric apparatus. The latter 
was of the improved pattern which had been employed by Blackman 
& Matthaei, and had the advantage that it could be used even in the 
lamina of thin leaves and also for the internal temperature of leaves 
in natural illumination. 

In the first of a series of experiments connected with this point 
young leaves of Amherstia nobilis and Saraca indica were compared. 
Both trees have young foliage of the pendent type we have previously 
described. The leaves of Amherstia are of a; deep brownish-red colour 
due to the presence of anthocyanin, and aftet this pigment is removed 
by a solvent, there is seen to be but a slight development of chlorophyll. 
The leaves of Saraca are greenish- white and \ have, in the same way, 
a smair development of chlorophyll. Both leaves are also thin and 
flaccid and hence form good objects for eompa^ison. On exposing the 
leaves and testing the temperature, it was ,f|hnd that the coloured 
leaf of Amherstia reached a temperature of higher than the leaf 
of Saraca. Another experiment was conductefewth a young red leaf 
of Mesua ferrea as compared with a young Saraca indica. The 
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red Mesva leaf registered a temperature of 2'8° C. Hglier than the 

Saraca leaf. 

It was next found by comparing green and white leaves, that a green 
leal also reaches a higher temperature than a white one. Hence it 
seems clear that any pigment, either chlorophyll or anthocyanin, raises 
the temperature of the leaf, and that the simultaneous presence of 
aiithocyanin and chlorophyll in the leaf will raise the temperature 
considerably above that of a leaf without either pigment. The latter 
point was demonstrated in a comparison between a green and white 
leaf of Oaladmm sp. and a red and green leaf of the same genus, the 
electrodes being placed in the green and white leaf where there was 
little clilorophylL The red and green leaf then showed a most striking 
rise of 3*9° C. above the green and white leaf temperature. 

Attention was finally given to the differences between the temperature 
of young flaccid and coloured leaves as compared with older green 
leaves from the same tree. With Samoa indica, a mature green leaf 
showed a difference of 4° C. above a young colourless leaf. When, 
however, a young leaf of Theohroma Cacao which is red, was compared 
with a mature green leaf, the young leaf showed a difference of 3-5° C. 
above the mature leaf, and this one would suppose to be due to the 
presence of the anthocyanin. On the other hand, comparisons of young 
red leaves with mature green leaves of Arnkerstia nobilis, resulted in 
a decidedly higher temperature in the mature leaf. 

‘"Thus,” Smith concludes, ‘'it seems, that we have a series beginning 
with Samoa indioa,, in whi^h anthocyan is almost absent, and in which 
the mature leaf is always fiigher in temperature than the young leaf. 
Then comes Amhefsiia nohjlis with a brownish-red colour, in which the 
mature leaf is. as a rule, c/nly slightly higher in temperature than the 
young leaf. Lastly, we lihve Theohroma Cacao with the young leaf an 
intense pinkish-red and the mature leaf lower in temperature than 
the young leaf. / 

"No doubt the relatiye temperatures of mature and young leaves 
are to be correlated withjthe amount of anthocyan in the young leaf. 
The young leaves, without this pigment, would be always cooler than 
the mature leaf, as is thje case in Samoa indica. The presence of more 
or less anthocyan produces a temperature in the young leaf, which 
almost reaches {Amhers'^ia) or exceeds {Theohroma) the temperature of 
the mature leaf. Thus |he general tendency of these results is to confirm 
and , extend Stahl’s conclusion that the presence of anthocyan tends to 
3 aise the internaLtempirature of the leaf. What biological advantage. 




VIII] THl, SIGNIFICANCE OF ANTHOCYANINS 14! 

if any, is gained by the plant in this way is quite another question, 
but it is well to have this physical effect definitely established.” 

When we review the work on the subject of the uses of anthocyanin, 
we find it singularly unconvincing in any direction. In favour of the 
light-screen hypothesis, there is undoubtedly a greater development of 
anthocyanin in sun-exposed leaves than in leaves of the same plant in 
the shade; and, conversely, in red-leaved plants like the Blood Hazel 
and Copper Beech, a lack of colour in leaves which happen to be 
shaded. But, on the other hand. Kernels experiments on Satiireja 
and Linum are not very convincing, since so many factors might account 
for the unhealthiness of the Flax plants. And again, even if Prings- 
heim’s red screen were protective to chlorophyll, it consisted of iodine 
in carbon disulphide which has a different absorption spectrum from 
anthocyanin. Moreover, Engelmann’s analyses seem to prove that the 
anthocyanin only absorbs those rays which pass through chlorophyil, 
and an effective screen would be one with a similar absorption spectrum 
to chlorophyll itself. As regards Stahl’s hypothesis, it is certainly 
supported by a definite piece of evidence, viz. that the temperature of 
red leaves is higher than that of green. Also, there are without doubt 
a number of shade plants which do possess anthocyanin to a considerable 
extent. Yet it is difficult to find a hypothesis which would fit all cases 
of anthocyanin distribution without reduction to absurdity. , The 
pigment is produced, of necessity, in tissues where the conditions are 
such that the chemical reactions leading to anthocyanin formation 
are bound to take place. For the time being we may safely say that 
it has not been satisfactorily determined in any one case whether its 
development is either an advantage or a disadvantage to the plant. 






PART 11 

ANTHOCYANINS AND GENETICS 

Cl/ASSBS OF VaBIATIOH. 

As j^ointed out in Chapter ii, practically all flowering plants produce 
anthocyanin ; moreover, when this pigment is developed in the flower, 

are able to see that each specific type forms anthocyanin of a certain 
characteristic colour. In nature to some extent, but under cultivation 
very commonly, colour- varieties arise from the type. The underlying 
cause of these variations is still a matter for conjecture, though such 
suggestions as can be offered will be given later. Colour-varieties 
have afforded plentiful material for Mendelian research, and it is to 
the cases of inheritance involving anthocyanin as a character that the 
following pages are devoted. 

Among the colour- varieties of different genera and species, there 
is a certain correspondence in the series of varieties produced, that is, 
we may find one series in a number of plants not necessarily related, 
and another series in a number of other plants, and so forth. The 
kinds of variation which may occur we are able to classify as follows : 

1. The loss of power to form anthocyanin pigments which results 
in albinism. The albino may be white or yellow ; if yellow, the pigment 
may be either plastid or soluble. 

2. The loss of power to produce blueness. The type has blue, or 
purple, anthocyanin: the variety has^red anthocyahin. 

3. The loss of power to produce redness. The type has red antho- 
cyanin: the variety blue, or purple, anthocyanin. 

4. The loss of power to augment the formation of anthocyanin, 
and hence to intensify its colour. The type is fully coloured: the 
variety tinged only. 

5. The loss of power to inhibit the formation of anthocyanin and 

hence to diminish its intensity. The type may be pale in colour ‘and 
the variety deep : or the type may, be tinged only and the variety 
fully coloured. , 

The following , variations are independent.^ of variation in the 


anthocyanin pigments, and may (with a certain exception in 9) take 
place simultaneously with variation in the anthocyanins. 

6. . The loss of power to produce yellow pigment in the plastids. 
The type has yellow plastids: the variety colourless plastids. 

7. The loss of power to inhibit the formation of pigment in the 
plastids. The type has colourless plastids : the variety yellow plastids. 

8. The loss" of power to inhibit the formation of yellow soluble 
pigments. There is no yellow in the type: the variety is yellow. 

9. The Joss of power to produce yellow soluble pigment. This 
variation is of rare occurrence. The type may contain both yellow 
soluble pigment and anthocyanin, and the variety may be without one 
or both: oi the type may be without yellow colour, but may produce 
a soluble yellow variety, which, in turn, may lose its power of forming 
yellow pigment and is then also unable apparently to form anthocyanin. 

It should be understood that the above is only a classification on 
the broadest basis ; when we come to the details of variation it is almost 
necessary to consider each case separately. It is difficult, for various 
reasons, to make any kind of comprehensive classification, apart 
from the fact that no two cases are exactly alike; in many species, 
for instance, the inheritance of, colour has not been systematically 
worked out, and relationships between variations cannot be correctly 
judged; new ‘breaks,’ moreover, are continually occurring in horti- 
cultural plants ; there are also the complexities introduced by species- 
crossing, and in these circumstances it is often difficult to identify 
the type from which the variety has arisen. In the following paragraphs 
an attempt is made to indicate some of the main series or ranges of 
variation. It has only been possible to include a selection from the 
great mass of material provided by observations on plants under 
cultivation, but it is hoped that the lines suggested may provide a basis 
for further classification, as our knowledge of the inter-relationships of 
varieties increases. 

A point to be emphasised is that one cannot judge correctly of the 
. inter-relationships of varieties from appearances. For true knowledge 
it is not only necessary, as we have said, to find out the behaviour 
of the pigments in heredityj But we must examine their properties, 
and above all we should-know tlieir chemical composition. The colour 
series in Dahlia and Trojiaeolum, for instance, are similar to the eye, 
but are really fundamentally different. H^nce, in the following series, 
from lack of knowledge, instances may be Rouped together which are > 
not in reality of the same, nature., , ' ■ ■ , 
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We may now consider the ranges of variation in greater detail 
The simplest series is that which involves variation to albinism only, 
and, in the case of some genera grown a-s horticultural plants, this, is 
the only important colour- variation known : the type produces antho- 
cyanin, and the albino is without that pigment. As examples we may 
quote : Datura Stra'ymnium (Thorn-apple), Dictamnus Fraxinella (Rue), 
Gerafiium sanguinewn, Epihbium angustifolium, Lavatera irimeslris, 
Linaria Cgmbalaria, Malope trifida, Malva moschata and Polemonium 
caeruleum (Jacob’s Ladder) ; in some of these species there may also 
be different intensities of type colour due to heterozygous forms (see 
p. 183). 

If it should happen that the type produces both anthocyanin and 
plastid pigment, then loss of anthocyanin will not give a white variety but 
a yellow. Examples of such a case are the yellow varieties of Abuiilofi 
spp., Fritillaria imperialis and the variety lutea. of Atmpa Belladonna^ 
in all these species the type is yellow suffused with anthocyanin. 

Variation to redness, in addition to variation to albinism, is charac- 
teristic of another series. Variation to redness is a more complex 
phenomenon than albinism, and the series requires analysis. In the 
first place the type may be one of two kinds ; it may be either some shade 
of magenta, purple, or purplish-red, or it may be blue. As examples 
of the first group we may suggest Anemone Pulsatilla which has a variety 
rubra; Clarkia ehgans (Bateson, 624) which has a red (pink) variety, 
the type being magenta, Linaria alpina (Saunders, 586) and Pisum 
sativum (Garden Pea) (Lock, 618) have definite red varieties; Salvm 
Horminum (Saunders, 487) is violet in type with a red variety, and of 
Viola odorata there is a variety redder than the type. With the 
exception of the last, all the above mentioned also give true albinos. 
Examples of the second group (type blue) are Centaurea Oyanus (Corn- 
flower) of which purplish-red and pink varieties are known; Lobelia 
Erinus and Vinca minor (Periwinkle) produce a purplish-red variety 
and Myosotis sylvatica (Forget-me-not) a pink; Delphinium Ajacis 
(Larkspur) and Campanula medium have both mauve and pink varieties ; 
in Aquilegia vulgaris (Columbine) the type is violet-blue, and there are 
several purplish-red and pink varieties. This second group also varies 
to white, though it is doubtful in some cases whether there is complete 
albinism. In other species there is more than one grade of variation 
to redness. In the garden Stock (MaUhiola) (Saunders, 487) it is believed 
that the type was some shade of purple ; there is a crimson (blue-red) 
variety and also a. true red, ^ Terra-cotta,’ Of DiantJius barbatus (Sweet 

' ‘ > ** ■ ' fi' . ' ' I ■ I ' , '■ ‘'’1/^,' V 10— 
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William) the type was doubtless of a magenta shade and there is varia- 
tion to crimson and also to a true red, ‘Scarlet.’ Similarly Primula 
sinensis (Chinese Primrose) had in all probability a magenta ^type 
(Hill, 577) and varies to crimson and true red, ‘Orange King.’ In 
AniirrMnum majus (Wheldale, 6.35, 548) the type is magenta and the 
red variety, ‘Rose Dor5’: the case of Antirrhinum (Snapdragon) is 
further complicated by the existence of a yellow variety (see below). 
Variation to redness also occurs in Cheiranthus (Wall-flower), Hyacinihus 
and others, but these are dealt with later in connection with more 
complex series. 

Another variation-series is that which includes a yellow variety. 
Colour in the yellow variety may be due either to plastid or soluble 
pigment, and the two series have very . different characteristics. It 
should be emphasised that the soluble-yellow series is essentially 
different from the plastid-yellow series. In the latter, as we have 
already pointed out, the yellow is really the albino as regards antho- 
cyanin pigment, whereas a soluble yellow variety is formed, as a rule, 
by the loss of a factor from an albino. In the case of the plastid- 
yellow series, further complexities, in addition to the simple loss of 
anthocyanin, are introduced by variation in the plastid colours, or by 
total loss of these pigments. 

To deal first with the soluble-yellow series: Antirrhinum majm 
forms a typical example. The type is magenta ; loss of anthocyanin 
gives an ivory-white variety. From the ivory a soluble-yellow variety 
is derived; mixture of yellow with the magenta anthocyanin of the 
type, i.e. simultaneous presence of both pigments, produces another 
variety, crimson. A red variety, "Rose Core/ has arisen from the 
magenta, and a mi?cture again of rose dore with yellow results in another 
variety, bronze. Finally there is a white variety which contains neither 
anthocyanin nor yellow pigment. Hence the series can be expressed : 
magenta, crimson, rose dore, bronze, ivory yellow and white. Though 
we have no exact knowledge of the colour relationships in Althaea 
wca (Hollyhock), Dahlia variabilis and Dianthus Caryophyllus (Carna- 
tion), yet these species in the main exhibit a similar series to Antirrhinum, 
for they produce magenta, crimson, yellow and ivory-white varieties; 
D; Garyophyllm, hqwever, is characterised by many other shades. It 

1 In the soluble-yellow series ivory or ivory-white is used for the albino, which is 
without anthocyanin, m contrast to' the true white which is without both anthocyauin 
and soluble yellow pigment. At present the only two species in which both these 
varji^ies?, are, are; A^irrMmcm majus and PMox Brummondiu is 
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cannot at present be stated whether Dahlia and Althaea have a red 
corresponding to rose dore. In many respects Phlox Dnmmmdii 
shows the same series as Antirrhinun%^ though violet is included in 
addition. It is interesting to compare the series given by Primula 
sineMsis (Gregory, 657) and Dianthus barhatus with Antirrhinum, In 
the two former there is a crimson similar in appearance to the crimson 
of Antirrhmum, but it is not due to mixture with yellow, since a soluble 
yellow variety is unknown in Primula and D. barhatus. But the 
^ Scarlet^ of D, barhatus and the ‘Orange King’ of P. sinensis appear 
to be truly comparable to the rose dore of Antirrhinum, 

The Marvel of Peru, Mirahilis Jalu'pa (Marryat, 633), produces a 
variety w^ith soluble yellow pigment, and although this species must 
obviously be included in the present series, yet it is, in a sense, funda- 
mentally different from Antirrhinum, Frmn our knowledge of the 
colour-inheritance of Mirahilis, one is led to believe that the original 
type was crimson, and this apparently contains a mixture of magenta 
anthocyanin and soluble yellow pigment. Loss of anthocyanin gives 
a yellow variety, and further loss of yellovr pigment, a white variety. 
Anthocyanin may also be present on a pale yellow ground and then we 
have a magenta variety. Thus the series is an inversion, so to speak, 
of Antirrhinum and runs: crimson, magenta, yello’w and white. It is 
further complicated by the existence of heterozygous forms, but these 
will be considered later (see p. 170). 

Oheiranthus Cheiri (Wall-flower), on the other hand, is typical of 
the plastid-yellow?- series. The original wild type has deep yellow 
flowers tinged with brown, from which has arisen in cultivation the 
ordinary brown variety (see p. 163). The brown colour is due to the 
simultaneous presence of purple anthocyanin and deep yellow plastids. 
Loss of anthocyanin from the brown gives a yellow variety, which, 
strictly speaking, is the albino as regards anthocyanin. Some loss 
from, or change in, the deep yellow plastids results in a lemon yellow 
variety. .When the purple anthocyanin is present with pale yellow 
plastids, the latter are masked, and we get the purple variety now 
commonly grown. During recent years further varieties have appeared, 
some of which are practically cream in colour. The purple anthocyanin, 
too, has produced a red variation comparable to the red group previously 
mentioned. This red, on a background of lemon or pale yellow plastids, 
gives us the varieties ‘Eastern Queen’ and ‘Ruby’: on a background 
of deep yellow plastids, the new ‘Scarlet.’^ Thus the Oheiranthus 
series runs : crimson , (brown), purple, scarlet, ruby, yellow, lemon 
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and cream. In main outline a similar series^ brown or crimson, purple 
or magenta, deep yellow and pale yellow is sbown by Zinnia elegans, 
and also by the new varieties of the Sunflower, Helianthus annuus 
(Cockerell, 602, 603, 611). Variation in the Garden Nasturtium 
{Tropaeolum magus) is on the same lines as in Cheiranthiis, though it 
differs in one respect, namely that in Cheiranthus the type anthocyanin 
is purple and gives rise to a red variety, while in Trojiaeolum the type 
anthocyanin is scarlet, or carmine red, and gives rise to a purple variety. 
The colour representing the original type of Tropaeolum is the orange- 
red due to carmine anthocyanin on yellow plastids. A deep yellow 
variety is the albino after the loss of anthocyanin and, as in the case 
of Cheiranthus, it produces several pale yellow varieties approaching to 
cream as a result of the loss of some factor from the plastids. On this 
pale yellow ground the red anthocyanin appears as carmine or ruby. The 
red anthocyanin also varies to a blue-red or purple, which, on the deep 
yellow plastids, appears as inaroon, and on the pale yellows as purple. 
There is additional variation caused by anthocyanin blotches at the base 
of the petals ; these may be carmine or purple, and may be retained when 
the main part of the flower is free from anthocyanin ; they may, however, 
be entirely lost, so that the flower is wholly yellow. Variation in Salpi- 
glossis simiata is also in all probability on similar lines to Cheiranthus. 

We may next consider an additional range in the plastid-yellow 
series due to complete loss of colour from the plastid. In this way a 
white arises and it may exist as such, or anthocyanin may be present 
on the white ground. Typical of this series is Chrysanthemum ; the type 
was in this case yellow, probably slightly tinged with anthocyanin. 
Loss of an inhibiting factor (see p. 152) would give rise to a crimson 
variety, i.e. purple anthocyanin on yellow plastids. Loss of yellow 
plastids, without loss of anthocyanin, gives purple, purplish-red or 
magenta; loss of anthocyanin gives either yellow or white. The series 
is then : crimson, magenta, yellow and white. Helianihemum vulgare 
(Rockrose), Yibla tricolor (Pansy) and the garden Tulips probably 
come into the Oheiranthus-Ghrysanthemum class, but our knowledge of 
these species is not very systematic. Viola tricolor possibly contains 
species-crosses. We can readily distinguish two groups of the garden 
Pansy: one includes white^ . reddish-purple, purple and purple-blue; 
the other yellow, bro^n and crimson. But we have no evidence as 
to how the groups are related. 

We can thus differentiate two groups or series, soluble-yellow and 
plastid-yellow : in the ' inagenta^and gives 
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tte series crimson, red, orange, yellow and ivory-wbite : in the latter 
tbe type is, as a rule, crimson and gives tlie series magenta, orange, 
red, yellow, pale yellow and sometimes cream or white. 

There is another series we may best consider at this point, and that 
is one in which a particular variety of plastid pigmentation occurs 
known as ‘cream.’ The plastids contain an orange-yellow pigment, 
but only in sujfBcient quantity to give the petals a cream appearance, 
and the variety is further characterised by being recessive to white 
containing colourless plastids. Such a ‘ cream ’ variety is found in the 
Sweet Pea, Lathyms odoratus (Bateson, 524) and Matihioh (Saunders, 
475); in Matthiola the series runs: purple, crimson, terra-cotta, white 
and cream. The cream may underlie any of the anthocyanin pigments, 
but it is too pale to affect the resultant colour, and such individuals 
are indistinguishable from those having anthocyanin on a white ground, 
except at the ‘eye’ of the corolla where the cream or white ground, 
as the case may be, is shown. In Lathyrus there is a very great range 
of colour, and the exact inter-relationships of many varieties are still 
unknown; the series includes blue, purple, mauve, crimson, pink, 
salmon, white and cream. In some varieties (Thoday, 547) the under- 
lying cream modifies the effect of the anthocyanin. Cream plastids 
are also found in Hyacinilms orientalis in wdiich they produce a fairly 
deep yellow ; in this species the range of colour is also very great, since 
it includes several shades of blue, purple, magenta, pink, as well as 
white and cream, but, as there have been no systematic breeding experi- 
ments, their relationships to each other cannot be stated. It is not 
known whether the cream plastids in varieties of Rosa are of the same 
nature as those of Lathyrus and Matthiola. 

Finally there is the series which includes a blue variety. Variation 
to redness when the type is bine or purple is, as we have seen, a common 
phenomenon, but Variation to blueness is much less frequent. In 
Lathyms odoratus varieties have appeared which are bluer than the 
type, ‘Purple Invincible,’ and the same is true for Phlox Brummondii. 
In Primula sinensis, true blue-flowered varieties, ‘Cambridge’ and 
‘Oxford’ blues, occur, the type in all probability having had pale 
magenta flowers (Hill, 577); so also from the original Cineraria with 
flowers of a pale magenta, blue-flowered varieties have arisen, though 
probably under the influence of species-crossing. A striking instance 
of a blue variation from a scarlet is the variety, eoerulea, oi AnagaJMs 
artensis (Scarlet Pimpernel)^/ 

^ Kajanus (579) state|. that blue is recessive to red in TrifoUum (Clover). 
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We may next consider those variations which affect the intensity 
of colour. If a colour series such as we have described for Lathy ms 
or AntirrJmium be examined, a number of definite varieties will be 
found of a paler or deeper shade of the same colour. Without Mendelian 
analyses it is not as a rule possible to arrive at the underlying significance 
of the shade differences. Thus, a paler shade than the type may signify 
either loss of a factor for full-colour, or the existence. of a heterozygous 
form between type and albino. Hence, in dealing with this kind of 
variation, we can only quote as satisfactory instances those cases of 
which we have knowledge from experimental breeding. The main 
expressions of intensity-variation are tinged and deep varieties. The 
tinged variety forms a case in which a deepening, or full-colour factor, 
affecting anthocyanin formation has disappeared from the type, leaving 
the flower flushed or tinged with colour only. Examples are the 
Hinged ivory’ variety of Antirrhinum (Wheldale, 535) and the Hinged 
white’ and ^picotee’ of Lathyrm (Bateson & Punnett, 500). The 
variation of tingeing is common to both red and blue classes. 

The deep variety can be defined as one having a deeper shade of 
anthocyanin, i.e. more pigment, than the type from which it is derived, 
as the result of the loss of an inhibiting factor. Since it is often difficult, 
and sometimes impossible, to ascertain the original type in many horti- 
cultural plants, this definition cannot be rigidly applied. Like tingeing, 
the variation of deepening is common to both red and blue classes. 
Examples of such varieties are the deep shades of magenta, crimson, 
rose dor6 and bronze of Antirrhinum (Wheldale, 535, 648), purple- 
winged "Purple Invincible’ and "Miss Hunt’ varieties of Lathyrus 
odoratus (Bateson & Punnett, 600) ; deep shades of crimson and magenta 
in Primula sinensis (Gregory, 657) and deep purple and crimson in 
Matthiola (Saunders, 487); also deep varieties of Cyclamen. The 
following species, among many others, have varieties obviously deeper 
than the type : Althaea rosea, Pahlia variahilis, Dianthus Caryophyllus, 
P, harhatm, Hyacinthus orientaKs and Phlox Drummondii. 

In the instances quoted above, the type, from which the deeper 
variety is derived, is itself fully pigmented. There are, however, other 
, eases in which the type is either unpigmented, or only slightly pigmented, 
and, on the loss of an, inhibiting factor, a coloured variety is produced. 
As examples may be quoted Anemone japonica in which the type has 
a white petaloid calyx tinged with anthocyanin, on the under surface, 
whereas the variety is purple-flowered; the wild Bettis perennis (Daisy) 
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is red-flowered. CJieiranthus Cheiri, also, in the wild state is only tinged 
with brown (anthocyanin), and from it in cultivation have appeared 
varieties fully coloured with anthocyanin of deep shades of brown 
and purple. In Crataegus Oxyacaniha (Hawthorn) the white-flowered 
type has produced a red-flowered variety. In Cyclamen fersicum the 
type has white flowers with a basal magenta spot on the petals and has 
given rise to varieties with fully-coloured magenta and crimson flowers. 
In Helianthemum vulgare, Primula acauUs (Primrose) -and F. veris 
(Cowslip), the types are yellow and the varieties both crimson and 
magenta. Further examples are Freesia and Achillea Millefolium (de 
Vries, 498) with coloured flowers. De Vries (498) also notes this phe- 
nomenon. He says: ''a pink-flowered variety of the ' Silverchain* or 
'Bastard- Acacia’ {Robinia Pseud- Acacia) is not rarely cultivated. The 
'Crown’ variety of rice, oats and barley are also to be considered as 
positive color- variations, the black being due in the latter cases to a 
very great amount of the red pigment.” And again : "The best known 
instance is that of the ever-flowering begonia, Begonia semperflorens, 
which has green leaves and white flowers, but which has produced 
garden varieties with a browm foliage and pink flowers.” Cockerell (602, 
603, 611) has also drawn attention to a red-flowered variety of Helianthus 
of which the type i^ yellow. Again, the red colour may be developed in 
the carpels as in the varieties of Primula with red stigma (Gregory, 657) 
and the purple-podded forms of Pisum and Phaseolus, The variety 
appears in other fruits too (the 'Blood Orange’ and the red Banana); 
also in the Gooseberry, Rihes Grossularia (de Vries, 498). 

Another phenomenon which sometimes appears in variation is that 
which may be termed partial albinism; the type has coloured flowers 
but the variety has white flowers, though all the vegetative organs may 
still form anthocyanin. This is the case in the blue Vinca minor with 
its white-flowered variety of which the corolla is slightly tinged with 
purple. Of Geranium Rohertianum (Herb-Eobert), also, there is a 
white-flowered variety with red stems and leaves. A similar variation 
is sometimes found in the native flora, i.e. Polygala vulgaris, Jasiom 
Montana, and others, but it is not really possible, in the absence of 
Mendelian evidence, to distinguish these' varieties from the tinged 
varieties already mentioned. Partial albinos, moreover, are similar 
in appearance to types in which anthocyanin is inhibited ; but an 
important distinction lies in the fact that partial albinos cannot give 
rise, to coloured varieties though inhibited types may. 

A case difficult to place is that, of the dominant or inhibited white 
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of Primula sinensis (Gregory, 557). This variety lias apparently the 
power to form pigment in the flower but colour is prevented from 
appearing by an inhibiting substance. Hence the case most closely 
resembles the inhibited types of Anemone, Cnitaegus, Primula veris, etc., 
mentioned above, and must, for the present, be included in this class. 

Up to this point we have been solely concerned with variation in 
flower colour. But it should be borne in mind that the colour-varieties 
already described may be characteristic of the fruit and seed and also 
of the vegetative organs ; in fact, the whole plant may either be a total 
albino, or pigment may be lost from various organs or parts indepen- 
dently of each other. These phenomena will be dealt with later in 
greater detail (see p. 180). A few instances of colour-variation in 
. difierent organs may however be mentioned. Of albinism in fruits 
we have the white-fruited varieties of Atrofa Belladonna, Daphne 
Mezereum, Fragaria vesca, Rihes ruhrum, Rubus Idaeus, Solanum nigrum, 
Yitis vinifera and many others. De Vries (565) also notes a red-berried 
variety of Empetrum nigrum. In seeds there are white-seeded variHies 
of Pisum and Phaseolus, Of coloured roots also, white varieties may 
occur as in Beta vulgaris. Variation to redness may also affect the 
vegetative organs as for instance in the red-flowered varieties, rose 
dore of Antirrhinum and ‘Orange King" of Prmiuld sinensis, in which 
the leaves, stems and petioles develop red anthocyanin instead of purple. 
In the tubers, moreover, of the Potato, Solanum tuberosum (Salaman, 
544), one may have both red and purple varieties (pigment due to 
anthocyanin) as well as dominant and recessive white tubers. 

Loss of an inhibiting factor which in the case of the flower gives 
a coloured from a white variety, is quite common in the vegetative 
organs. This coloration of vegetative organs may be connected with 
deepening of flower-colour, for example, deep varieties of Antirrhinum 
^ and Primula sinensis which bave pigment in leaves and petioles. Or 
it may occur more obviously as a red-leaved variety, as in the following : 
Atriplex hortensis, Berberis vulgaris, Beta vulgaris, Brassica fileracea, 
Ganna indica, Gorylus Avellana, Fagus sylvatica, Lactuca sativa, Perilla 
nanhinensis, Plantago major; de Vries (498) also notes Teiragonia 
expansa and , the brown-leaved TrifoUum'^, Lastly a very interesting 

.. ^ With, regard to red-leaved varieties, de Vries (498, 565) notes that they may produce 
green-leaved branches (red Gorylus, Fagus, Beiula), Also red bananas have produced 
a green, variety with yellow fruits. Whether this phenomenon is bud variation, or whether 
it may be in some instances due to the production of the true albino and not the inhibited 
type, is uncertain. An, analogous example in, flower-coloration would be Oheifcinlhus 
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case of the occurrence of a red variety in roots is recorded by Wittmack 
(495), that is tiie variety of the Carrot, Dmmcs Carota Boissieri 
Schweinfurth, whicb has anthocyanin in the root, in addition to the 
orange plastid pigment (carotin). 

As to variation in nature, that of albinism is most freqxmnt. It is 
found in the wild state among the British flora in Armeria vulgaris, 
Calluna vulgaris, Campanula rotundifolia, Carduus nutans, <7. palustris. 
Digitalis purpurea, Erica cinerea, Lamium purpureum. Lychnis Flos- 
cuculi, Ononis arvensis, Pedieularis sylvatiea, Symphytum officinale 
and Scilla nutans. Bentham & Hooker^ also mention varieties of 
Ajugareptans, Campanula latifolia, Centranthus ruber, Delphinium Ajacis, 
Iris foetidissima and Malva moschata without anthocyanin in the 
flowers, but it cannot be deduced from the text in each of the above 
cases whether there is complete absence of the pigment from the plant, 
or loss from the flower only. As regards variation to redness, among 
native species Polygala vulgaris has a red-flowered variety. Bentham 
& Hooker^ record in addition red-fiowered varieties of Delphinium 
Ajacis, Veronica spicata, V, officinalis, 7. Beccabunga and V. Ghamaedrys. 
Of species in which the flowers are normally white though they may 
produce red varieties, or red pigmentation under certain conditions, 
Gillot (457) gives a considerable list. Gninier (456) also notes a variety 
of strawberry {Fragaria) with- purple flowers, and Chabert (461) records 
red flowers of certain species of Galium which are normally white- 
flowered. A variation, extremely rare in nature, if not altogether 
unknown, is that of white from a type with plastid yellow pigment, 
though as a species differential character it is quite common, for 
instance in the Ranunculaceae and Compositae. 

Details of Cases of Menbelian Inheritance in 
Colour-varieties. 

Many of the varieties mentioned in the last section have provided 
material for cross-breeding work on Mendelian lines. Since most of 
the species investigated differ more or less in their colour series and 
behaviour, a separate account will be given of the more important 
cases in turn. The genera and species which have been employed in 
these investigations are the following.: 

Okeiri; the type is yeUow tinged with anthocyanin: this varies to deep brown and this 
again gives a yellow (the albino) free fro^ anthocyanin. 

^ Handbook of the British Flora, London, 1896, 

® Zoc. ciL : ' 
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Agrostemma Giihago (Corn Cockle), de Vries (474, 498). 

ArmraMhm mudatns^ de Vries (498). 

Amgallis arvensis (Scarlet Pimpernel), Heribert-Nilsson (57B), Weiss (566). 
AntirrJdfmm majiis (Snapdragon), Bateson (480), Banr (517, 536), Wheldale (514, 
535, 548), de Vries (565). • 

Arum nmculatim, Colgan (552). 

Aster TripoHum, deYnes (4:74:, 4^9S). 

Airopa Belladonna (Deadly Nightshade), Saunders (475). 

Beta (Beet-root), Kajanus (559, 580, 598). 

Brassica (Cabbage), Hallqvist (631), Kajanus (580, 598). 

Canavalia emiformiSf Lock (504). 

Ganna indica. Honing (608, 633). 

Cattleyai Hurst (502, 531, 540, 596), 

GlarUa elegans, Bateson & Punnett (524), de Vries (498). 

Corehorus capsnlaria (Jute), Finlow & Burkill (572). 

Coreopsis tinctorial de Vries (474). 

Cypripedium (Paphiopedilum), Hurst (502, 531, 540, 596). 

Datura Stramonium (Thorn-apple), Saunders (475, 487), de Vries (474). 
Dendrobium, Hurst (596). 

Digitalis purpurea (Foxglove), Jones (578), Keeble, Pellew & Jones (542), 
Saunders (563). 

Geum (Avens), de Vries (498). 

Gossypium (Cotton), Balls (515, 523), Fletcher (508), Leake (561). 

Eelianihus (Sunflower), Cockerell (602, 603, 611), Shull (520). 

Eepatica (Anemone), Hildebrand (473). 

Eieracium (Hav^kweed), Ostenfeld (505, 543). 

Eordeum (Barley), Biffen (501), 

Eyoscyamus (Henbane), Correns (490), de Vries (474), 

Lathyrus odoratus (Sweet Pea), Bateson (499), Bateson & Punnett (487, 490 
500, 516), Thoday (547). 

Linaria alpina^ Saunders (586). 

Linum mitatiasimum (Flax), Tammes (664, 610). 

Lychnis dioica, CoiTons (485), Saunders (475), Shull (520, 540, 588). de Vries 
(474). 

MattUola (Stock), Correns (472), Saunders (475, 487, 496, 600, 506 502) 
Tschermak (494, 590). • 

MirabiUs Jdapa (Marvel of Pern). Baur (617), Correns (482, 497, 637), Marryat 
(533). 

Nieotiana (Tobacco), Lock (632), Haig Thomas (594). 

Oe-mthera (Evening Primrose), Davis (69% 604), Gates (539, 556, 673, 606) 
Hcribert-Jfilsson (575, 632), Shull (609). 

Nohara (635). V 

Papamv sommferum (Opium Poppy), Hurst (502), de Vries (474, 498). 

P. PJwea^a (Field Poppy), Shull (588). 

Phaaeohis midhilorus (Seodei-rd^^ P. pulgaris (French Bean), Emerson (483 
. 492, 528, 529), Lock (504), Shull (5l3, 521), Tschermak (479, 494, 590). 
(Eampion), Correns (486). ' ' * 
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Pisum sativum (Common Pea), Bateson (487), Lock (512, 518), Tschennak (479, 
494, 590). 

Polemonmm (Jacob’s Ladder), Correns (486), de Vries (498). 

Primula sinensis (Chinese Primrose), Gregory (557, 007), Keebie (582), Keeble 
& Peilew (541). 

Reseda (Mignonette), Compton (569). 

Salvia Horminum, Saunders (487). 

Senecio vulgaris (Groundsel), Trow (589). 

Silene Armeria (Lobel’s Catchfiy), de Vries (474, 498). 

Solanum nigrum, de Vries (474). 

8^ tuberosum (Potato), East (538), Saiaman (544, 585). 

Trifolium (Glover), Kajanus (579). 

Tropaeolum (ISTasturtium), Weiss (534). 

Veronica longifolia, de Vries (474, 498). 

Viola cornula, de Vries (474, 498). 

Zea Mays (Maize), Burtt-Davy (568), Correns (476), East (570), East & Hayes 
(553), Emerson (554, 571, 605, 629), Lock (493, 504, 583). 

Agrostemma Githago. Pigmented type dominant to albino. De 
Vries (474, 498). 

Amaranthus caudatus. Red-leaved type dominant to green-leaved 
variety. De Vries (498). 

Anagallis arvensis. Weiss (566) crossed the scarlet-flowered type 
with the blue-flowered variety and obtained the red type in In Fg 
there was segregation into red and blue in the proportion 3:1. Hence 
the blue arises from the red by the loss of a single dominant factor. 

Heribert-Nilsson (576) crossed a variety which had pink, almost 
white, flowers, which bred true, with the red type. F^^ was red like 
the type. In F 2 there was segregation into red and pink in the propor- 
tion 3:1. 

Antirrhinum majus. De Vries (565) made the first experiments on 
this species using the following varieties: 


Rot ....tube and lips of the corolla red, the lips deeper. 

Fleischfarbig tube and lips pale red. 

Delila tube pale or white, lips fairly deep red. 

Weiss white, often with a distinct very pale red tinge. 


De Vries regarded red as made up of fleischfarbig, F, and delila, D, 
two dominant characters, and white as carrying two characters, w and 
w', recessive to F and D respectively. Then Fj^ from red x white 
would be FDww^ and Fg would give red, flesh, delila and white in the 
proportion 9 : 3 : 3 : 1, which de Vries maintains agrees with his experi- 
mental results. Various F^ reds, delilas, and flesh colours were selfed, 
and the F 2 was in accordance with the above scheme. 
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Bateson (480) suggested that a better interpretation of de Vries’ 
results would be to suppose that the plants produced, in each sex, 
in equal numbers, gametes having the characters, R, E, D and W, 
and these, on fortuitous mating, would give 9R : 3F : 3D : IW. In 
view of more recent work, both views have to be revised. 

In 1907 the author (514) published results of work on a number of 
colour- varieties; those used were 

1. White — lips and tube of the corolla pure white. 

2. Yellow — lips yellow ; tube ivory. 

3* Ivory — lips and tube ivory. 

4. Crimson — lips crimson; tube magenta. 

5. Magenta — ^lips and tube magenta. 

With the exception of white, all varieties have a constant orange- 
yellow palate. Further varieties occur in which the lips are magenta 
or crimson, and the tube is ivory; the term 'delila’ was used by de 
Vries for these varieties and has been retained. 

The inheritance of colour in the varieties employed was represented 
by the following factors : 

Y. A factor representing yellow colour in the lips associated with 
ivory tube-colour. 

I. A factor representing ivory colour in the lips. 

L. A factor representing magenta colour in the lips. 

T. A factor representing magenta colour in the tube. 

It w'as found also that certain relationships existed between the 
factors, i.e. 

1. All zygotes, from which Y is absent, are white, though they 
may contain any of the factors I, L and T. 

2. The effects of the factor T are not manifested unless L is also 
present in the zygote ; that is, no magenta colour appears in the tube 
unless there is magenta colour in the lips. 

3. All zygotes containing Y are coloured, the actual colour being 
modified and determined by the presence of one or more of the remaining 
factors. A zygote containing Y only, or Y and T is yellow. 

4. Ivory is dominant to yellow; a zygote containing Y and I, or 
Y, I and T is ivory. 

• 5. Since magenta superposed upon yellow gives crimson, a zygote 

containing Y, L and T is crimson, Y and L only, crimson delila. 

6. Magenta upon ivory gives magenta. A zygote containing 
Y, I, L and T is magenta, Y, I and L only, magenta delila. 

A further variety termed 


3d ^rose1:,;was employed, but full details of 
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tile results of crossings with, this variety are not given^ though, it was 
shown to be recessive to magenta. 

Rose, which has the lips of the corolla tinged with magenta and a 
pale magenta tube, was identified with de Vries’ fleisclifarbig ; magenta 
with rot, delila with magenta delila, and weiss with ivory. 

Hence de Vries’ results may be expressed: 


magenta x 
YYIIRIRILLTT 1 

Fj .magenta 

i 

magenta 


ivory 

YYIIrlrllltt (where RI = rose colour in 
the lips)» 


F. 


magenta delila 


rose 

rose delila 
ivory 


De Vries’ Svhites.’ 



Since magenta is dominant to rose, and the tube of the corolla 
always takes the same depth of colour as the lips, rose x magenta 
delila would give magenta which would also corroborate de Vries’ 
suggestion that rot consists of fieisehfarbig and delila. 

In 1908 Baur (517) published some results of his work on the same 
species. He worked with magenta (rot), ivory (elfenbein), yellow and 
white, and his results are entirely in agreement with those published 
by the author in 1907. 

.In 1909 the author (535) published further work and certain additional 
results of which the most important are as follows : 

^Rose’ is now termed '^tinged ivory,’ and the factors L and T repre- 
sent tingeing in lip and tube respectively. 

D is used to denote a deepening, or full-colour, factor which converts 
tinged ivory into magenta. 

It was found that zygotes heterozygous for L in the presence of D 
are pale magenta in colour, whereas those homozygous for L are inter- 
mediate magenta. The colour remains unaltered whether the plant 
be homo- or heterozygous for D. 

Sometimes the deeper colour occurs only in streaks and blotchings 
when S may be substituted for D. When the zygote is heterozygous 
for L, the streaks are pale magenta; when homozygous for L, inter- 
mediate magenta. In non-striped forms, as mentioned above, the 
flower-colour is the same whether the zygote is homo- or heterozygous 
in D. But striped forms, heterozygous in S, have magenta stripings 
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on a ground tinged with magenta, whereas, when they are homozygous 
in S, the ground colour between the stripings is ivory* The four 
zygotic types may be represented as follows : 

L YYIILLTTSS Ivory striped with I magenta. 

2. YYIILITTSS Ivory striped with P magenta. 

I. YYIILLTTSs T. ivory striped wdth I magenta. 

A. YYIILlTTSs T. ivory striped with P magenta. 

In 1910 Baur (536) published a full account of his work on Antir- 
rhinum ; his results are in complete agreement with those of the author. 
A comparison of the two sets of results was published by the author 
(548) in 1910j together with further observations on the crossing of 
certain additional, true red, varieties, rose dore (on ivory) and bronze 
(rose dore on yellow). Rose dore is shown to be recessive to. blue- 
red or magenta; similarly bronze is recessive to crimson. Both rose 
dore and bronze occur in the tinged, pale and intermediate states. 

The work, published in 1913 and 1914 by Bassett and the author^ 
on the pigments of Antirrhinum, has shown yellow to be identical with 
the known substance luteolin, and ivory with the known substance 
apigenin. The pigment in rose dore was shown to be a red anthocyanin, 
and the same pigrnent mixed with yellow gives the colour, bronze; 
similarly magenta contains a magenta anthocyanin, and this mixed 
with yellow gives crimson colour. 

All the varieties may iiow be expressed in terms of the following 
factors : 

Y. A factor leading to the production of luteolin in the lips and 
apigenin in the tube. 

I, A factor leading to the suppression of luteolin in the lips, 
apigenin being formed instead. 

ij, A factor leading to the production of a tingeing of red pigment 
in the lips. 

T. A factor leading to the production of a tingeing of red pigment 
in the tube, 

D. A factor leading to the production of more anthocyanin pigment, 
i.e. a deepening, or full-colour, factor., ' 

' B. A factor converting red into magenta anthocyanin. 

.i ; i Wheldale, M., & Bassett, H. LI, "Tlie Blower Pigments of Antirrhinum majus, 

II. The Pale Yellow or Ivory Pigment,’ Bioohem. Journ., Cambridge, 1913, vix, pp. 
441-4:4:4. ‘The Chemioal Interpretation of some Mendelian Bactors for Blower-eolonr,’ 
Ftoq. E, iSbc., London, 1914, Lxxxvn B, pp. 300-311. ^ 
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The different varieties may he represented as: 

yyI(i)I(i)L(I)L(l)T(t)T(t)D(d)D(d)B(b)B(b)™wliita 

YY(y)iillT{t)T(t)D(d)D(d)B(b)B(b)— yellow. 

YY(y)II(i)]lT(t)T(t)D(d)D(d)B(b)B(b)~ivoiy. 

YY(y)iiLL(I)ttddbb — yellow tinged bronze delila. 

YY(y)iiLL(I)TT(t)ddbb — yellow tinged bronze. 

YY(y)II(i)LL(l)ttddbb — ivory tinged rose dore delila. 

YY(y)n(i)LL(l)TT(t)ddbb — ivory tinged rose dore. 

YY(y)iiLL(I)ttI)D(d}bb — bronze delila. 

YY(y)iiLL(l)TT(t)DD(d)bb-~-bronze. 

YY(y)II(i)LL(l)ttDD(d)bb— rose dore delila. 

YY(y)II(i)LL(l)TT(t)Dl){d,)bb— rose dore. 

YY(y)iiLL(l)ttDD(d)BB(b)— crimson delila. 

YY(y)iiLL{l)TT(t}DD(d)BB(b)-crimson. 

YY(y)II(i)LL(l)ttDD(d)BB(b)— magenta delila. 

■ YY(y)n(i)LL(l)TT(t)DD(d)BB(b)---magenta. 

Certain varieties deeper than intermediate magenta arc known 
to exist; they are recessive to intermediate magenta, but otherwise 
they have been very little worked with. . The heterozygous forms 
have already been mentioned above. The original wild type is 
thought to be intermediate magenta and would have the constitution 
YYIILLTTDDBB. As would be gathered from the above statements, 
ivoiy X white will give magenta; hence two albinos, as regards antho- 
cyanin, will give colour. Whether or no this case is strictly comparable 
to the results of crossing two whites in Lathyrus and Maithiola will be 
discussed later. 

Arum maculatum. A, maculatum occurs in nature in two forms; 
one has black (anthocyanin) spots on the leaves, the other is without 
spots. Colgan (552) obtained seeds from a spotted plant, and foimd, 
out of 11 seedlings, 6 were spotted and 6 unspotted. Colgan suggests 
the female parent was heterozygous for spotted character and was 
fertilised by the unspotted form, but there was no evidence in support of 
the suggestion beyond the fact of equality of forms among the offspring. 

Aster TfifoliuM, De Vries (498) notes that pigmented type is 
dominant to albino. , 

Atrojpa Belladonna. Saunders (475) made crosses between A, Bella- 
donna typica and A. Belladonna ym. lufm. The type has browii 
(anthocyanin on plastid) flowers, black (anthocyanin) fruits, and stem 
tinged with anthocyanin : the variety,. w'Hch is without anthocyanin, 
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has yellow flowers and fruits, and a green stem. Pj was found to have 
the fruits of the type, but the intensity of coloiir in flowers and stems 
was sometimes diminished. Further results clearly indicated that 
there was normal Mendelian segregation in l 2 * 

Beta, Kajanus (559, 580) has experimented with a large number 
of varieties. As far as anthocyanin pigmentation in the root is con- 
cerned three classes can be differentiated: 

(а) Red ) anthocyanin. 

(б) Rose ) 

(r) White, yellow Without anthocyanin. 

The results from crossing are at present rather obscure. Red was 
obtained in from crossing: 

Red X red, rose, white and yellow. 

Rose X yellow. 

. White X white and yellow. 

Rose was obtained in F^ from crossing: 

Rose X rose. 

White X yellow. 

In Fg red gave red, rose, white and yellow, and also every selection 
and combination of these varieties except red only. 

Rose, on the other hand, gave red, rose, white and yellow, and again 
every combination and selection except red only, and red, white and 
yellow. 

White gave : 

Red, rose, white and yellow. 

Red, rose and white. 

Rose and white. 

Kajanus suggests a number of factors, but in the absence of further 
data, very little light is thrown on the results. 

Kajanus notes that the pigment is not always confined to the skin 
of the root. In the salad beet, the flesh is completely violet-red; in 
the common red beet it is red, reddish or colourless ; in the rose and 
in the white if is colourless. 

The leaves on the whole are green, but in red beets they are sometimes 
rei Quite red leaves only occur in the case of red-fleshed beets. In 
red-fleshed beets there are also varieties in w:hich the petioles and larger 
‘ veins only are red, the leaf tissue being green. The results of crossing 
red- by green-leaved varieties seems to show that in some cases the 
green colour is due to inhibition , of red, in other cases, not. - 
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Brass ica, Kajauiis (580) has worked with two species B. m-pus 
and B. rapa. 

B. napus. As regards the colour of the root, distinction must be 
made between upper and lower parts. Anthocyanin is only found in 
the upper part, which may be violet-red, intermediate, or green. When 
the root is intense violet, the neck (the lower basal portion of the stem) 
is also violet-red. If the root-colour is reddish only, the neck is usually 
green. Hence there are three classes ; 

1. Red with red neck. 

2. Red with green neck. 

3. Green with green neck. 

It has been deduced from crossing the varieties that there are 
two factors involved in anthocyanin pigmentation, i.e. which gives 
pale violet-red, and Pg which gives deep violet-red colour. P^ is 
dominant to Pj^. When both I\ and are absent, the root is green. 
The differentiation between the classes is often not sharp. 

B, rapa. Here also anthocyanin is only found in the upper part of the 
root, which may be violet-red (deeper or paler), or if pigment be absent, 
green. The violet-red colour may be continuous or blotched. It has 
been deduced, from crossing varieties, that anthocyanin is due to the 
presence of one dominant factor, P, and when this is absent, the root 
is green. 

Canavalia ensiforniis (Leguminosae). Lock (504:) showed pink 
colour in the flower to be dominant, or nearly /o, to white, the latter 
reappearing in Eg . Absence of red pigment from the testa (the author 
does not state whether this is anthocyanin) is dominant to red. In Pg 
red reappeared, but in nothing like its former intensity. Some of the 
plants of Fg mottled grains, but in these also the pigmented patches 
were of a very faint reddish colour. In Fg, plants with no red pigment 
in the testa were more numerous, probably three times so, than those 
with reddish and* mottled testas taken together, 

Canm indica. Inheritance of anthocyanin when red- are crossed 
with green-leaved plants. Honing (608). 

Cattleya. Hurst (502, 531, 540, 596) notes that purple pigment is 
dominant to its absence in the flower. 

Clarhia elegans. Bateson (624) states that the magenta-flowered 
type is dominant to the salmon-pink variety, ^ 

CoTctoTus capsularis. Finlow ,& Burldll (572) investigated the 
inheritance of anthocyaniti in the Indian Jute plant. As regards pig- 
mentation 33 races were. broadly classified into the following types: 
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the teeth of the leaves 


(V/) Deep re<l stem, petioles and fruits 

also tipped.^ , 

(/>) llrovviiish red stems, petioles and fruits, with no distinct red 

' borders to tlio leaves. 

(c) Green stones with reddish petioles and fruits. 

(d) Pure g3*een stems, petioles and fruits. 

Tlie red pigjnent is found : 

1. Chicdy in the parenchyma cells which lie immediately under 
the e[)idermis of the stems and petioles. 

2. In the parenchyma of the petioles, sporadically, even as deep 

as the phloem. ^ 

3. In sub-epidermal cells near the margin of the leaf. 

4. In small multicellular hairs on the leaf and on the stipules. 

The intensity of coloration is due to the general distribution of the 
pigment. Conversely, the fewer the pigment cells, the less red in the 
stem. The authors point out that, in fact, there are only two real 
colour types, red and green, since the classes (a), (b) and (c) are without 
definite boundary lines. 

The results of crossing red races with green were as follows. Wheii 
pure green is crossed with a fixed red, red is dominant. In Pi the 
hybrids appear to consist entirely of plants of one tint of redness, 
which is less dense than the colour of the red parent. The red plants 
of the F2 generation vary widely in the amount of red colour they 
contain. F3, from red F2, though fixed as regards red colour, shows the 
same variation in intensity as Fg. As a result of the experiments 
examples were produced, either fixed or unfixed, of all intermediate 
colour types of jute hitherto met with, including a pure fixed culture 
of one of the commonest of these. 

Coreopsis tindoria, De Vries (474) has shown that the yellow type 
is dominant to the variety, ^hrumea,^ in which the* brown colour is 
due to the development of anthocyanin. The type has evidently an 
inhibitor of aiithocyanin, 

Gypripedium {PapJhiopedilum), Pigmented (anthocyanin) flower is 
dominant , to albino, ^ Hurst (502, 5S1, 540, 596). 

Datura Stramonium, ' Saunders (476, 487) used two types, D. Tatula 
having reddish stems and violet flowers, and D. Stramonium with green 
stems and white flowers. The Fi had red steins and violet flowers, 
tiiough the intensity of colour varied. In Fg there was evidence of 
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Dendroh'km. Pigmented (anthocyanin) flower dominant to albino* 
Hurst (596). 

DigiUdis fiwfurea. Keeble, Pellew & Jones {542) made certain 
observations on the inheritance of anthocyanin in flowers of this" 
species. The plants used were: 

1. White with yellow spots (inmddww). 

2. White with red spots (MmddWw). 

3. White with red spots (MMddWw’). 

4. Purple with red spots (MmDdww). 

5. White with purple flush and red spots (???). 

Colour is due to the factor^ M, producing magenta sap. Absence 

of M gives a recessive white. A deepening factor, D, is dominaut to 
M and changes it to purple. The colour may be inhibited by a dominant 
factor, W, so that the corolla is white except for red spots. The spots 
on the corolla are always present. In. recessive whites they are brown 
or yellow: in magenta and dominant whites they are red. They 
depend on the presence of the factor M and they are not inhibited by W. 

Saunders (563) confirms the results of Keeble, Pellew & Jones 
for the inheritance of spot colour. It is stated that white-flowered 
plants with red spots may either breed true, or give a mixture of whites 
with red spots (dominants) and white with greenish-yellow spots 
(recessives) according as they are of pure-bred or cross-bred imrentage. 
Coloured flowers may vary from deep purplish-red to white with a faint 
flush. The white-flo'wered plants with red spots frequently become 
tinged as they get older. 

Geum. De Yries (498) mentions the inheritance of anthocyanin in 
hybrid ' from the cross of type (yellow plastids plus anthocyanin) by 
yellow (plastids) variety. 

Gmsy^kmi, Balls (615, 623) working on Egyptian cotton recognised 
the following pairs of Mendelian characters which are connected witli 
anthocyanin : 

Pull red spot on the leaf and faint spot. 

Large purple spot on the petal and no spot. 

The red spot on the leaf is due to the development of anthocyanin 
in the epidermal and sub-epidermal cells of the petiole at the point 
where it divides into the leaf- veins. Croces! of spotted with spotless 
give spotted Pj^, but the intensity of colour in the spot is less than in 
the spotted parent. In Fg the heterosiygote spot can be distinguished 
from the homdzygote. In the case of. flower spot,, the homo^jygote 
has a large purple spot, the heterozygote a small purple spot. 
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Leake (561) worked wifcli Indian cotton. Four varieties connected 
with anthocyanin pigmentation were used, i.e. 

1. A variety in which the petal is entirely red having a darker 

- Spot at tlie base. 

2. A variety in which the petal is yellow’’ with a deep red spot 
at the base. 

3. A variety in which the petal is pale yellow with a basal spot, 

4. A variety in which the petal is white with a basal spot. 

Leake identifies the following factors. A factor for yellow which is 

dominant to white, and a factor for red which is dominant to white and 
yellow. Individuals heterozygous for the reddening factor have petals 
only partially coloured ; this is very obvious in red on yellow, but less so 
when on wltite. A scheme of the factors may be represented as : 

. YRr ....red on yellow'. 

YRE red. 

ER(r) .red on white. 

Y ...yellow. 

...white. 

In some of the strains used there was also anthocyanin m the vege- 
tative parts, that is in the young leaves, and in the ribs and veins of 

the mature leaf; in other strains, these were Cj[uite green. In the Fj 
from a cross between these red-foliaged and green-foliaged strains, the 
red colour was dominant, though diminished in amount. In Fg there 
was segregation into red and green in the proportion 3:1, Among 
the individuals with red colour there was a considerable range in 
intensity, though the DD individuals had more pigment in the leaf 
than the DR, and by this means they could be separated with a fair 
degree of certainty. There is an association also between anthocyanin 
in the vegetative parts and the complete redness of the flowers. 

Helianthus. Shull (520) has made some experiments with this 
genus. The wild Helianthus amuus of the Prairie region has a purple 
disk, the colour being found in the tips of the paleae which are a deep 
metallic purple, the margin of the corolla which is brownish-purple 
and the style and stigmas which are reddish-purple. The ^Russian 
Siinflow^ex’ {Helimihus annuus^ Var.)-has the tips of the paleae yeljowish- 
green, the corolla a clear lemon yellow, and the styles and stigmas 
Ui^ually have the same colour as the corolla. Shull concluded, on the 
results of crossing, that the purple disk is a strict Mendelian character 
and is dominant to the yellow disk. , 

The red sunflower mentioned^ b^ ,gockerell (602, 603, 611) appears 
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to be dominant to the yellow, though the Fj may vary in the amount 
of anthocyaniii it produces. The red variety is no doubt formed 
owing to the loss of an inhibiting factor, and the plants would only 
receive the inhibitor from one parent. When anthocyaniii appears 
in the primrose-coloured variety of Helianthus^ the result is purple 
and not chestnut red. 

Hordeum. Biffen (501) mentions that in Hordeum the paleae mm 
be white, black, brown or purple. The grain also may be white, bluish- 
grey or purple. Apparently the purple colour is due to anthocyanin. 
According to Biffen, purple paleae as contrasted w'ith white, and dark 
grain with light grain, form pairs of Mendelian characters. 

Lathyrus odomtm, Bateson & Punnett (487, 496, 500, 516) have 
carried out extensive work on the colour inheritance in the Sweet Pea. 

The original wild type is probably most nearly represented by 
the variety now known as "Purple Invincible' with chocolate standard 
and bluish-purple wings. 

Loss of a diluting factor produces a variety with deeper wings, 
"Purple- winged Purple Invincible.’ Loss of a full-colour factor gives 
a tinged variety, "Picotee.’ - 

Wlien the blueing factor is absent, a series of red varieties appears 
comparable to the above: 'Painted Lady,’ with a deeper variety, 
"Miss Hunt,’ and a tinged variety, "Tinged White.’ 

It was shown early in the experiments with Sw^eet Peas that two 
white varieties, indistinguishable except that one has long, the other 
short pollen, gave a ' Purple Invincible ’ hybrid, and from this result the 
fact was deduced that colour production is dependent on two factors, 
or that the two factors taking part in its formation can be inherited 
independently. As in Matthiola, we must suppose that two factors 
produce the most hypostatic colour, i.e. ' Tinged White,’ and that "Purple 
Invincible’ resulted in the original cross because the white varieties 
employed carried both B and a full-colbur factor. 

These facts may be represented in tabular form as follows (De — full- * 
colour factor, Di — diluting factor) : 


CRBDeDi. .... .Purple, Invincible. 

\ CEBDe...,..*,. Purple-winged ■p'.L ' ' 

OBBDi ...Picotee (see Bateson & Punnett, 498). 

\GEB;:uv......:..Pi0oteC' ; ; . :• ; 

;'0EI)!etjL ......Painted Lady.' ^ . 

'f'OBDe Hunt. *: '' . ^ 

CRDi... ....Tinpd White. 
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Any plant witixout C or R is white. Hence whites can cany any 
of the other factors in any combination or arrangement, but never 
0 and R simultaneously. There is also a certain connection between 
colour and the hooded forj)i of the standard. In hooded varieties the 
standard always approaches in colour to the wings, and has never the 
bicolor appearance of the varieties with erect standard, 

M. G’ and D. Thoday (547) have given an account of experiments 
with certain varieties of LafJiyms, and the crosses form a very complex 
in Eg* The chief point of interest is that they find a scarlet 
distinct from, and recessive to. the >luish-pink of the 


senes 

anthocyanin, 

^ Painted Lady ’ variety, 

Limria alpina. Saunders (586) made crosses between the type and 
a variety. The type has purplish- blue flowers and the variety pink 
flowers. Both pigments are anthocyanins. It was found that blue 
is dominant to pink. - 

Idnum usitatmimum. Varieties of this species have been investi- 
gated by Tammes (564). Among other species, four varieties of 
L, usitatmimum were used, i.e. common flax, Egyptian flax (deep 
»blue flowers), and two other varieties, one with pale blue, the other 
with white, flowers. Among other crosses are the following which are 
fairly typical. 

From Egyptian flax x white-flowered variety of common flax, the 
i\ had paler flowers than Egyptian flax. In Eg there were 8 pAle 
blue, 3 pure white and 3 like Egyptian flax. This was regarded 
as an ordinary Mendelian ratio of 1:2:1. From the white-flowered 
variety x pale blue-flowered variety of common flax, the E^ was fairly 
constant, and still paler than the blue parent. In Eg, out of 39 plants, 
.11 were pure white; the remainder were a mixture of pale blues like 
the parent and grandparent, but were difficult to separate. The 
author however believes the ratio to be again 1:2:1. 

, In a later paper (610) Tammes shows that in the second and following 
generations from a cross between the Egyptian and the white-flowered 
varieties of common flax there is a deficiency of \yhite-flowering plants. 
This is found to be duo to two causes, i.e. first, a deficiency of seed 
formed from the mating of gametes without the factor for forming 
colour, and secondly, an inferior germinating power of the seed of the 
white-flowered individuals. , ; ■ 

Lychnis dioica, Saunders (475) used this species in certain crosses. 
L. dioica was crossed with' a glabrous form of L. vesperlina, and a 
glabrous variety of L. dioica was (Crossed. with L. ^mpertina. F^ and 
flieir offspring showed ])ink, the depth of colour varjdng according 
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as the wild hairy species or de Vries’ glabrous strains (see original 
paper) were employed in the cross. 

Shull (620) first mentions the results of crosses between w'hite- and 
purple-flowered Lychnis dioica, the purple being dominant. 

Later, Shull (546) published further results, in which he states that 
two varieties of coloured flowers can be detected in Lychnis, i.e. a 
reddish- and a bluish-purple. The former is dominant to the latter, 
this being the reverse of what is found in other plants. Two factors 
are necessary for formation of the bluish-purple, and a third factor 
modifies this to reddish-purple.- 

In a still later paper Shull (688) again states that the type has reddish- 
purple flowers, and that there is a bluish-purple variety recessive to 
the type. The albino is without anthocyanin. No albinos mated 
together produced colour. Two new German strains were introduced 
Melandrium album and M. rubrum. A certain individual of M. album 
X white dioica gave reddish-purple offspring. M. rubrum. x M. album 
gave a mixture of both purple- and white-flowered offspring in the 
proportion of 4 : 23. 

Matthiola. Our knowledge as regards the inheritance of colour 
in this genus is due to the work of Saunders (475, 487, 496, 600, 506, 
662). 

It is not known what variety represents most nearly the original 
type, but if it be assumed that each variety arises by loss of some 
factor from the type, then the latter would be represented by a plant 
with pale purple flowers. Loss of a diluting factor gives rise to deep 
purple; loss of another factor from the deep purple gives a duller shade 
of purple termed ‘plum.’ 

Loss of the blueing factor— B— from each of the above varieties 
gives rise to the corresponding blue-red series; rose, a dilute variety; 
carmine and crimson, deep varieties; and ‘copper,’ a dull rod variety 
represented by plum in the bluer series. 

Loss of a further factor from the blue-red class reveals a true, less 
blue, red class containing a dilute variety, ‘flesh,’ and a recessive 
deeper variety, ‘terra-cotta.’ . 

-Earlv in the experiments wdth MatiMola it was ascertained that 
two factors are necessary for the production of colour, and that certain 
white varieties crossed together produce coloured offspring, purple in 
the original experiment, since one at least of the original whites used 
contained the blueing factor, B. , . . 

The varieties may be represented in the foljpw^ng schetpe. C and 
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CCmm yellow. 

Ccmm .pale yellow. 

ccMM white. 

ccMm ...... white. 

ccmm white. 

It was also found that a certain tw^o white individuals crossed 
together gave coloured (anthocyanin) MaitJiiola and Lathyrus, 

Hence the factors for anthocyanin production can be separated into two 
components, of which one is M, and the other is not represented in the 
above scheme. Absence of colour may be due to loss of either of these 
components, or to loss of the yellow pigment. 

Nicotiana, Inheritance of anthocyanin in species-crosses. Lock 
(532), Haig Thomas (694). 

Oenothera. Since Oenothera is a plant which forms anthocyanin 
in its stems, petioles, buds, etc., the complex inheritance.of characters 
among the numerous strains which have been employed experimentally 
involves also the inheritance of this pigment. Mention will only be 
made of one or two cases in which anthocyanin pigmentation has been 
considered an important character. 

The first case to be dealt with is that introduced by Gates (539, 
555, 573), and which concerns the appearance of 0. rubriccdyx. This 
variant was found among *the ofispring of self-fertilised mhnnervis 
plants, the latter being characterised by having the calyx of the buds 
streaked with anthocyanin, whereas 0. ruhricalyx has a completely 
red calyx. The segregation of the offspring from self-fertilised rubri- 
calyx plants in two generations, into ruhricalyx and ruhrinervis, led 
Gates to consider the case purely Mendelian. The original ruhricalyx 
plant was regarded as a heterojzygote which has acquired a dominant 
Mendelian character, the character being purely quantitative, i.e. as 
causing an increased formation of anthocyanin. 

In a later paper (606) Gates again states that the red pigmentation 
character, R (which originated by a mutation and distinguishes nibri- 
calyx from ruhrinervis), is more or less completely dominant in Fj from 
the cross grancUfiora x ruhricalyx and its reciprocal. In Fg, 3 : 1 ratios 
were obtained, and also ratios of 5 : 1 and 10 : 1 as well as 3:1. Gates 
has no satisfactory explanation of these facts. 

Shull (609) makes further experiments on ruhricalyx by selfing 
this strain and crossing it 'with ruhrinervis and with LamurcMana ; 
he obtains what, he calls a series of' negative correlations in the distri- 
bution of the red pigment, the pigmented buds of ruhricalyx being 
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invariably associated with a low degree of pigmentation, m stems and 
rosettes. Moreover, the segregation of the mbricalyx character was not 
found to be a simple Mendelian case. Sliull maintains also that certain 
of Gates’ conclusions are erroneous, viz. .that the mhricalyx character 
represents a quantitative difference, and that it can be expressed by one 
factor. 

The other case of interest in connection with anthocyanin is that 
considered by Davis (692, 604) in connection with the stem coloration 
(the formation of papillae or glands coloured with anthocyanin at the 
base of long hairs) in parents and hybrids of crosses, 0. gmndiflora 
X biennis, 0. franciscana x biennis and their reciprocals. Davis con- 
siders this character to be dominant to the green stem, but it has 
not been shown to segregate in a Mendelian way. 

Oxalis, Nohara (636) worked with varieties of the so-called Oxalis 
eorniculata L. which differed from each other in the presence or absence 
of purple (anthocyanin) in the eye of the corolla and in the leaves. 
The presence of anthocyanin was found to be dominant to its absence, 
and the intensity of pigmentation in from pigmented by unpigmented 
was found to be intermediate. The purple colour in eye and leaJ is 
due to one factor so that eye- and leaf-purples are associated, but the 
leaf-purple can appear without the eye-purple. 

Papaver somniferum, De Vries (474) and Hurst (502) have shown 
that the basal patch on the petals is dominant to its absence. Hurst 
(502) also states that colour in the rest of the petal is dominant to 
albinism, and that purple is dominant to red. 

Papaver Rhoeas. Shull has published work (588) on this genus. 
It was found that varieties with a white margin were dominant to 
varieties without the margin, i.e. the type. Certain whites crossed with 
some reds gave white or striated o.ffspring, but the same whites were 
found to be recessive to pink or orange. Some red-flowered varieties 
crossed together gave whitish offspring. Two suggestions are made: 
(a) that only spectrum red is inhibited ; (b) that two factors are necessary 
, for inhibition. 

Phaseolus muttifiorus. The characters which have received most 
attention in this genus are those concerned with, the pigmentation of 
the seed-coat. ^ ‘ , 

Lock (504) made some preliminary experiments -by crossing a dark 
purple-seeded bean with a dark yellow-seeded bean. The was dark 
purple. The could be subdivided into two groups: (A) containing 
' 4?^® shades. ^df iipurpte* yaridps shades of yellow. 

. '/it ‘ ^ 
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It was foimd that members of (A) might throw (B) but. not ^:ice 
versa, 

Shull (513) gives an account of the results obtained by crossing 
several varieties, i.e. 

'Prolific black wax’ — purple-black seeds (anthocyanin in testa). 
'Ne plus ultra’-— yellow-brown seeds. 

'Long yellow six-weeks’ — light greenish-yellow seeds. 

'White flageolet’ — seed coats white. 

The results in Ei were as follows: 

Purple X yellow-brown = purple. 

Purple X yellow ^ purple. 

White X purple | similar with testa mottled 

WMte X ye ow-bro.vn 

White X yellow ) 

Shull then postulates the following factors: 

P = pigment. 

B = modifier which changes pigment to purple. 

M = mottling factor. 

Then the constitution of the different beans is 
Brown and yellow— Pbm. 

Black beans — PBm. 

White — pBM. 

Shull concludes that the mottling factor is carried by the white 
bean^ whereas Bsjteson and Tschermak had regarded the mottling factor 
as latent iii the pigmented bean, 

' Shull in a later paper (621) gives the proportions of the varieties 
in Fg from the above cross. They were found to be 
Purple mottled — 18. 

Purple self-colour — 18. 

Brown or yellow mottled — 6. 

Brown or yellow self-colour — 6. 

White— 16. 

Shull’s explanation for this, result is that beans containing PB and 
hkkozygous in the M factor are mottled, whereas those beans 
homojygous in M are self-coloured., Heuce it is possible for purple to 
„ — mottling factor, and Tschermak, Bateson and Lock are also 
Mottled beans of the above constitution are heterozygous 
juld never breed true, and ttos was found to be the case. Shull 
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points out that there are however other strains of mottled beans which 

do breed true. 

Emerson (528) publishes a long paper on pigmentation in bean seeds. 
He gives first a list of the crosses made by Tschermak, Shull and himself. 
He points out, as Shull has done, that there are two kinds of mottled 
beans, viz., strains which breed true, and heterozygous forms not 
breeding true. Emerson then suggests a scheme to explain the existence 
of two sorts of mottling, namely by postulating two factors for mottling 
M the sort of mottling which breeds true, and X, the sort which is visible 
only in the heterozygous condition. The results he obtained experi- 
mentally can be explained on the basis of this scheme. In a later 
paper (629) Emerson gives further results of the inheritance of total 
aiid eyed (round hilum) pigmentation, but since the kind of pigment 
is not described, it is not clear how far it concerns anthocyanin. 
Emerson also mentions another hypothesis suggested to him by Spillman 
to explain the two kinds of mottling mentioned above. Spillman sup- 
poses that the, mottled races which breed true have in them two corre- 
lated factors, and , that there are three types of non-mottled beans 
resulting from the loss of one, or the other, or of both of the correlated 
factors. On Spillman’s plan, just as on Emerson’s two factor hypothesis, ■ 
a definite formula can be assigned to all the races used in crossing, and 
in this way all the results, with one or two exceptions, can be accounted 
for. Emerson himself inclines to the coupled-factor, rather than the 
independent-factor, hypothesis. 

Phyteuma. Inheritance of anthocyanin in the cross Ph. H alien 
X Ph. spicatum. Correns (486). 

Pisum sativum. Here again as regards pigmentation, the colour 
of the testa has received a great deal of attention. Bateson & Ivillby 
(487) noted that greys and browns in the seed-coat are associated with 
coloured flowers, and crossed with whites they occasionally give ‘rever- 
sionary’ with purple (anthocyanin). spots, though spots were absent 
from the parents. 

Lock (512, 518) sums up many of the results on pea colour. He 
states that the albino variety has no anthocyanin. The presence of 
a factor 0 produces grey (chromogen) in the testa, and red anthocyanin 
in the leaf axils and flowers. The presence of S produces spotting of 
a reddish shade on the testa. The presence of P modifies red anthocyanin 
of the axils, flowers and spots on the testa to purple. 

Polemmium. Inheritance of blue anthocyanin in from cross of 
7 ^"' - - ' 


leruleum by P. fiavum. Correns (486). 
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Pmmila sinensis. The bulk of the work on this genus is due to 
Gregory & Bateson. The following is a summary of the results which 
have been published by Gregory (557). 

All colour in P sinensis is due to anthocyanin except the yellow 
of the eye which is plastid pigment. 

F arieUes of jlo wer-colour. 

Albinos; The flowers contain no anthocyanin; they arc differen- 
tiated into dominant and recessive whites, but the flowers of both 
look alike. 

Full colours: 

Salmon-pink. 

True red — 'Orange King.' 

Blue reds — Light (dilute) and deep shades of magenta and crimson. 
Crimson is less blue than magenta but is more blue than ‘Orange King.’ 

Blues---various shades. 

Pale colours ; Shades of pink, of which ' Reading Pink ’ is the deepest ; 
of these apparently some correspond to magentas, and others to crimsons, 
but the difference cannot be detected except by crossing. 

Distribution or pattern of colour. 

'Sirdar.’ The pigment of the petals occurs in separate minute dots, 
and the edges of the petals are white. The pigment itself may be either 
magenta, crimson or blue. 

'Duchess/ The pigment occurs as a flush round the eye of the 
corolla, and may be either magenta or crimson. 

Colour in the spot external to the eye. 

In certain varieties, there are spots of deep colour on the petals 
just external to the eye. Deep spots are not fully developed unless 
the stigma is coloured; nor even if the stigma is coloured, are they 
developed in plants which have no yellow (plastid) eye. Spots are 
deeply coloured only in deeply coloured flowers; on light fl owners 
they are similar to those in the flowers with a green stigma. They 
also depend on the base colour, since they are not visible in pale 
coloured flowers, nor in flaked flowers unless the stripe occurs on the 
area occupied by the spot. 

Colour in the ovary, style and stigma. 

By loss of an inhibiting factor, colour may be formed in these organs. 
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Varieties of stem-colour. 

Anthocyanin may be entirely absent when tbc stem is green. This 
condition is associated with recessive white flower-colour (occasionally 
dominant white, i.e. ‘Pearl’), or with pale colours of which the deepest 
is ‘Reading Pink,’ and no flower-colour deeper than ‘Reading Pink’ 
is ever found on plants devoid of anthocyanin in the stem. 

There may be faint colour in young leaves and petioles associated 
with pale flower-colour. 

There may be pigment at the bases only of petioles and pedicels, 
associated with ‘Sirdar’ flower-colour. 

The stem may be fully coloured with purplish-red sap, either light 
(dilute), or deep, associated with full flower-colours, i.e. salmon-pink, 
crimsons and magentas; but whereas light magentas and crimsons 
can be borne on both light- and deep-stemmed plants, the deepest 
magentas and crimsons can only be , borne on deep-stemmed plants. 

The stem may be coloured with pure red sap associated with ‘ Orange 
King’ flowers. 

The stem may bo coloured with blue sap associated with blue flowers. 

Hence the direct relationship between stem and flower-colour may 
be summed up as 

Recessive whites and green stem. 

Pale flower-colours and green, or faintly coloured, stem. 

Full flower-colours and full-coloured stem (and of these deep flower- 
colour and deep stem). 

True red (‘Orange King’) flower-colour and true red stem. 

Blue flower-colour and blue stem. 


Factors {stems). 

Colour in both flowers and stems can be produced by two or more 
complementary factors. Keeble & Pellew (541) obtained an F^ with 
magenta flowers from two whites. ' As regards stem, there is no case 
of colour from mating two greens, but plants heterozygous for colour 
in the stem have giveh 9 coloured : 7 green stems. 

Slight colour in the stem is due to the factor Q, which is dominant 
to complete absence, of colour. ■ , 

The diflerence between full colour and faint colour is due to a 


3. between ‘Sirdar’ ^nd^^pll colour is due to a factor, 
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wliich regulates distribution of colour. Thus an individual hete.ro- 
:5ygous for all three factors will give 

9 FRQ...fiill colour (magenta or crimson). 

3 RQ ...Sirdar (magenta or crimson). 

3 Q faint colour (pinks). 

1 •- green (whites). 

Purplish-red in the stem is dominant to the true red of 'Orange 
King/ and one factor only is necessary to produce the change. 

Blue in the stem is recessive to all colours. 

No case is known of inhibition in the stem, that is, there is no domi- 
" nant green stem. 

Light shades in the stem colour (flo”wers light) are dominant to 
deep shades (flowers light or deep). Probably one factor is concerned 
with heterozygous forms, but there may be more. 

In some cases there is one factor between crimson and magenta; 
other cases indicate two factors. 

It is doubtful whether there exists one or more diluting factors. 
There is one factor diluting stem colour and another flower-colour, 
and these are inherited independently. 

Factors {flowers). 

Colour in flowers may be produced by two or more complementary 
factors. 

The difference of one factor regulates the distribution of colour 
between ' Sirdar ’ and full colour, and also between pale and full colour 
as in stems. . ^ , 

Pull colours are dominant to pale colours. 

Magenta is dominant to crimson. 

Magenta and crimson are dominant to full red (' Orange King ’). 

Blue is recessive to all magentas and reds. 

Whites may be dominant or recessive to colours. 

Dominant whites are generally, red-stemmed. A green-stemmed 
white variety, 'Pearl,’ is a dominant white (Keeble & Pellew, 541); 
the same authors also report that a full red-stemmed white, SSnow 
King/ may be recessive. The flower is only white in dominant whites 
if homozygous for the inhibiting factor. It has also been suggested 
that suppression of colour is due to two inhibiting factors, central and 
peripheral, one of which is represented in ' Duchess.’ 

Keeble k Pellew (541) provide further results on dominant whites. 
Hitherto all whites with red stems have been regarded as dominant 


w. p. 
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whites. Keehie & Pellew give evidence for regarding *'Snow King,’ 
which is a rcd-stenimed variety with white flowers, as a recessive white. 
Crosses between various plants of " Snow King ’ and fully coloured 
varieties showed that ‘Snow King’ may be Iiomo^ or heterozygous for 
the dominant white factor, or may be entirely without it. 

^ Snow King’ x ‘Snow Drift’ gave magenta F^. Hence these two 
white-flowered varieties can give colour. 

Reseda odoraia, Compton (569) has shown that orange-red colour 
(anthocyanin) in the poiren is dominant to bright yellow ; self-fertilised 
heterozygotes throw about three reds to one yellow. 

Balvia Horminum, Saunders (487) has worked with the type and 
varieties of this species. The type has violet flowers, and the bracts 
of the inflorescence are also coloured violet. A red variety was used 
in which the flowers and bracts were red. Both pigments are antho- 
cyanins. Loss of pigment gives an albino from which anthocyanin 
is completely absent. 

The inheritance can be represented by the following scheme: 

BR purple. 

R red. 

B .........white. 

— .‘...white. 

Semcio vulgaris. Trow (589) has published results of crossing' a 
number of elementary species. It was found that red colour, antho- 
cyanin, in the stem is dominant in some elementary species. It is 
suggested that one factor is involved, or possibly two. 

Silene Armeria, Colour in flower dominant to albinism (de Vries, 
498). 

Sclanum tuherosum. East (538) has published some results. He 
states that presence of anthocyanin in the stem is dominant to its 
absence, and segregates on Mendelian lines. Purple in the flower is 
probably dominant to its absence. The colour of the tubers is either red 
or purple, and purple is dominant to red, 

Salaman (544) has published more extensive results. Black tubers 
of the variety, ^ Congo,’ , have purple anthocyanin in the skin. The 
red-tubered variety has red anthocyanin. , White tubers have no antho- 
cyanin. Two factors are req^uired for colour (red), and a third dominant 
factor gives purple. 8. etuherosum has a dominant white factor inhi- 


[pwers all . piginent is anthocyanin. He 
factors, and purple To a .third factor. 
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luberosum, colour is confined to tlie uppei* surface. In S, ciuberfmun, 
pigment is developed on the lower, and is inhibited on the up])ei: surface. 

In S. ve-TTuccmim both surfaces are probably free frotn inhibitors. 

Tn/olnini. Inheritance of anthocyanin in flowers and seeds. Red 
iji flower-colour is dominant-to both white and blue (Kajanus, 579). 

Veronica longifolia. Colour (anthocyanin) dominant to its absence 
(de Vries, 498). 

Viola cornuta. Colour (anthocyanin) dominant to its absence 
(dc Vries, 498). 

Zea Mays, Correns (476) made the first investigations on this 
species. As regards characters connected with anthocyanin he states 
that two such characters behave in a Mendelian way, i.e. colour in the 
pericarp (red or absence of red), and colour in the aleurone layer (blue 
or white). The degree of dominance was found to vary. 

Lock (493, 504) has published further results.’ He states that blue,- 
black or purple pigments are confined to cells of the aleurone layer. 
Red is confined to the pericarp. The pigment is situated in the cells, 
and to some extent also in the cell walls of the pericarp. He points 
out that in cross-bred cobs, blue will occur mixed since the character 
is not maternal: the pericarp colour, on the other hand, appears in 
either all or none of the grains, as it is a maternal character. The 
work includes a large number of results in connection with the cross, 
blue X white and the reciprocal. The results show that there is 
irregularity in the dominance of blue. Red colour in the pericarp 
is dominant to its absence, and forms a simple Mendelian case. 

East & Hayes \553) have published extensive results on Maize. 
They show that Lock’s irregular results were due to the fact that the 
whites he employed in crossing were carrying different factors. They 
themselves worked with a variety having red (anthocyanin) pigment 
in the aleurone layer, and the formation of this pigment was found to 
be due to two factors, C and R. A third factor, P, modifies the red to 
purple. There is also a fourth factor, I, which inhibits the red and ^ 
purple colour. Red pigment in the pericarp, cobs and silks, is dominant 
to its absence. It may be present in each of these parts separately 
and independently of the others. No plant has been obtained which 
has red glumes and yet shows no red colour in other parts of the plant. 
One, however, has been found that is. pure for . red glumes, and shows 
no red in other parts with the exception of the silks. 
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Connection of Eloweb-coloub with the Pkesence 

OYANIN IN Vegetative Organs, Fkuits and > beds. 


OF Antho- 


Sucl. cases are illustrated among the following genera and species: 


.4 nllrrh biuw majus, 
A. tfopci^ B el hi do nnct, 
Bela, 

Oorchor us caps iilaris, 
Dalura, 

Digitalis purpurea', 
Goss(/pium^ 


HeliantMs, 
LcvlJiyriis odoratus, 
Oenothera., 

Pis'imi sativum, f 
Pfiniida sinensis., 
Salvia Horminum, 
Zea Mays, 


There appear to he several possibilities m the inheritance of eoloui 
in such cases as these we are considering. Colour (anthocyamn) in 
the plant may be re^eseiited by one factor which causes the floweis, 
Twdl as oLr orrans, to develop pigment. When this factor is 
absent, pigment disappears from the whole plant including e owei , 

this is perhaps the most common case. _ ^ 

from the fiower, or any other organ, independently of the rest o. t 
plant. One of the most striking examples of independent connections 
of this kind we fihd in Maize ; the plant may have pigment in the sheath, 
cob, pericarp, silks, etc., and practically in all or any of these parts. 
In such a case, if colour in each part is represented by a separate factoi, 
we should expect bv crossing suitable plants to obtain all the Mendelian 
combinations. This, however, is not always so, as for instance in Maize 
(Emerson, 554), and a number of other plants. The lack of some 
combinations may be due either to reduplication phenomena (see 
p. 185), or to some form of genetic correlation, and to decide between 
these alternatives often involves further data than we have at present. 
In the following genera indication is given of such colour relationships 

as we know to exist: • x- 

Antirrhmum majm. . The white, ivory and yellow-flowered varieties 
never produce anthooyanin in any part of the plant. The author 
has noticed that the stems and leaves of deep magenta- and crimson- 
flowered varieties produce anthocyanin to a considerable extent, 
whereas in intermediate arid pale varieties these organs are practically 
free from anthocyanin. : . 

. 'Atropa Bdladonm. The type has anthocyanin m the flowers 
(broivn), fruits (black) and steins, (tinged with red). The albino has 
yellow flowers and fruits, and a. green stem (Saunders, 476).- 
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Beta, Some varieties have leaves eoloixred quite red with antlio- 
cyanin. This only happens in red-fleshed varieties, i.e. when autlio- 
eyanin is formed in the inner tissues, as well as in the skin, of the root. 
In varieties having colourless flesh, the leaves are green (Kajanus, 559), 

Vorchorus tapsularis. Varieties with deep red (an thocyanin) stems, 
petioles and fruits have the teeth of the leaved also tipped with red. 
Other strains with less pigment in the stem have no colour in the leaf 
teeth (Finlow & Burkill, 572), 

Datum, D. Tatula has violet fl.owers and red stems (aiithocyanin). 
D. Stramonium has white flowers and green stems (Saunders, 475, 487). 

Digitalis purpurea. The presence of a factor, M, for magenta pig- 
ment always brings with it colour in the spots on the lower inner surface 
of the corolla. Even in the presence of M the general colour in the 
^ corolla may be inhibited by another factor I, but the spots remain 
red (var. w^'hite spotted with magenta). If M is absent, the spots are 
colourless (Keeble, Pellew & Jones, 542; Saunders, 563). 

Oossypimn. In the Indian cotton, strains having yellow flowers, 
or white flowers with only a basal spot on the petals, have green foliage. , 
In strains having red pigment, the varieties having red floAvers (forms 
homozygous for the reddening factor, see p. 166) have the veins and 
lamina of their leaves suffused with red. In leaves of the plants which 
have flowmrs red on yellow, or red on white (forms heterozygous for the 
reddening factor) the aiithocyanin is confined to the veins (Leake, 561). 

HeliantJius. In the wild H. annuus the disk is purple, the colour 
(anthocyanin) being in the tips of the paleae, the margin of the corolla 
and the styles and stigmas. The ^Russian Sunflower’ has the tips of 
the paleae yellowish-green, the corolla, styles and stigmas yellow 
(Shull, 520). 

The chestmit-red-flowered Sunflower, which has anthocyanin on 
yellow in the ray florets, has dark reddish-purple stems. The purple- 
flowered variety, anthocyanin on primrose, has no reddish-purple- in 
the stems (Cockerell, 611). 

Laihyrus odoratus. The albinos always have green leaf-axils. 
When, a certain factor for production of colour in the axils is present 
and the flowers are coloured, there is a reddish-purple spot in the axil ; 
when the axil colour factor is absent, the,, axils are green (Bateson, 524). 
Red tendrils are (?) always associated with red in the axils of leaves 
(Bateson^ 499). 

Oenothera. In the variant Oenothera- ruhricalyx red buds and 
hypanthia are said to be associated with red stems (Gates, 555). In 
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the El, however, from reciprocal crosses between 0. nibncdyx x 0. 
LainarcJdam, plants appeared in which red buds were associated 
with a low degree of red pigmentation in stems and rosettes, whereas 
pale red buds and green hypanthia were associated with brilliant red 
stems, and buds entirely free from anthocyanm with dark stems 

(Shull, 609). , -,., 1 4 . 

Pimm sutivmi. Wliite-fiowered plants have no colour in the leat- 

axils and no red or purple (anthocyanin) colour in the testas. Bed- 
flowered plants have red colour in the leaf-axils and red spots on the 
testa. Purple-flowered plants have purple colour in the leaf-axils 
and purple spots on the testa (Lock, 518). 

PrimuU sinensis. Eecessive white-flowered varieties may have 
green or red stems (Keeble & Pellew, 541). Pale-flowered varieties 
may be on green or faintly coloured stems; deep-flowered varieties 
appear on deep red stems only; whereas light-flowered varieties may 
be borne on either deep- or light-stemmed plants. The Sirdar variety, 
in which the pigment is in minute dots and the edges of the petal are 
white, has stems with a red ‘collar,’ i.e. base of stem. If the flower- 
colour is crimson or magenta, the stem colour is purplish-red, if the 
flower is true red (‘ Orange King’) the stem pigment is also true red. 
Blue flowers have blue stem pigment. 

The deep spots of colour external to the eye are not fully developed 
unless the stigma is coloured. They are deeply-coloured only in 
deeply-coloured flowers; in light flowers they are similar to those in 
flowers with a green stigma. They also depend on base colour as they 
are not present in pale flowers, nor in striped flowmrs, unless the stripe 
occurs in the area occupied by the spot (Gregory, 557). 

Balvia Horminum. The bracts of the inflorescence are purple, 
red, or green according to whether the flowers are purple, red, or white 
(Saunders, 487). 

Zea Mays. Red pigment may appear in the pericarp, cobs and silks 
(stigmas) separately and independently in each part. If the glumes 
are red, red is present in some oth^r part of the plant, though it may 
only be in the silks (Bast & Hayes, 563 ; Emerson, 554). 

The various relationships between flower-colour and the presence 
■ of anthocyanm in the vegetative organs may therefore be classified 

lOliOWS * ^ ' 

1. Simple case. Loss of colour in the ’flower accompanied^by total 
jetative organs: Ex. : true albinos of Antirrhinum, Atropa, 
Bum^ PrimulayQtcA . * 


Jtron: 
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2 (A). Loss of tbe B factor from tlie flower will give red antho™ 
cyanin. Accompanying this there is a corresponding change in the 
pigment of the stem and leaves* Ex. Anfdrrhmuni: rose dore and 
bronsie varieties; the same red pigment is developed in the stem and 
leaf. Primula sinensis: 'Orange King’; the same pigment appears 
in the stem and petioles. Salvia’ Horminum : red-fiowcred plants have 
red inflorescence bracts. Ptsum : red flowers are accompanied by red 
spots on the testa and red leaf-axils. 

2 (B), Bine-flowered varieties of Primula sinensis develop blue 
anthocyanin in the stem. 

3. In pale varieties (flower-colour), there is less anthocyanin in 
the stems and leaves. Ex. Primula sinensis : pale varieties and faintly 
coloured stems; light-flowered varieties and light stems; 'Sirdar’ 
flower-colour and the pigment in the collar of the stem. Gossypium 
(Indian): plants with petals with a basal spot have green leaves; 
plants with red petals have leaves suffused with red. 

4. Deep varieties. Ex. Antirrhinum: the deepest flower-colours 
have red leaves and stems. Primula sinensis: deep flower-colours 
hav^ deep red stems. 

Then follow the more complex cases in which pigmentation in 
different organs appears to be inherited independently, either partially 
or completely. Ex. Helianthus: flower-colour apart from stem colour 
in the purple variety. Laihyrus odoratus : coloured flower and coloured 
leaf-axil; yet at the same time there may be coloured flowers and a 
colourless leaf-axiL Oenothera : red bud pigmentation with green 
stems; green buds with red stems. Primula sinensis: white flowers 
and red stems. Zea Mays : independent inheritance of colour in cobs, 
pericarp, silks, etc. 

HETEnOZYUOXTS EOBMS. 

Just as in the case of factors for other characters, so also in the 
case of factors concerned with pigmentation we find heterozygous 
forms. The one of most frequent occurrence is that due to the inheri- 
tance in the zygote, from one parent only, of the factor which actually 
produces colour (anthocyanin). We find it, for instance, in the following 
genera': . . . y ■ ' \ ' ; • ■ ' ,, . ■ * • 

In Atropa Belladonna: when the red-stemmed, brown-flowered 
type is crossed with the green-stemmed, yellow-flowered variety, the 
colour in stems and flowers of Fi is less intense than the parent (Saunders, 
475). 
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In Corehoms cajtsuhm: when deep red-stemmed varieties are 
crossed with i^reen-steiiiined varieties, the colour in steins of is less 
intense (Finlow & Burkill, 572). 

In tJie cross Dotufa Tntula, with red stems and purple flow'ei's, by 
D. Sframonimn, with green stems and white flowers, the colour in 
flowers and stems in F;j is less intense (Saunders, 4i5). 

In Egyptian cotton, Gossyjnum : when the variety with a spot on 
the leaf' is crossed with the non-spotted variety, the spot in is paler 
in colour (Balls, 515, 523). 

In Indian cotton : when strains with anthocyanin in the vegetative 
parts are crossed with green-leaved strains, the colour in leaves and 
stems in Fj is paler (Leake, 561). 

In Linum usitatissimum: a cross between a blue-flowered and a 
white-flowered variety gave an Fj with paler blue flowers than the 
parent (Tammes, 564). 

On the other hand, in many cases where there are factors producing 
colour (anthocyanin) no . heterozygous forms at all exist, as in Lathyrus 
and MattMola. 

Cases, fundamentally different, though giving a similar result to 
those above, are those in which, the type has anthocyanin inhibition 
by an inhibiting factor, and the variety has lost the inhibitor and 
produces anthocyanin. When the type is crossed with variety, the F^ 
is heterozygous for the inhibitor and is less intensely coloured than the 
parent. Examples of such are the Fj from Coreopsis tinctoria with 
yellow (plastid pigment) flowers and the variety brunnea (anthoeya,nin 
on plastids) (deVries, 474) ; the Fj has paler flowers than brunnm; also 
the Fj, probably, from the yellow Sunflower by its chestnut-red variety. 

Somewhat similar, though not strictly comparable, is the case in 
Primula sinensis where whites tinged with anthocyanin are obtained 
in Fj from the cross— dominant white x fully-coloured variety (Gregory, 
557).' . , .'i . ' 

In connection with the class mentioned above which is heterozygous 
for the factor for colour, Antirrhinum offers an interesting illustration. 
Colour, i.e. anthoeygnin, in Antirrhinum is produced by the action of 
one factor, L, which giyes ivory tinged with magenta, but there is no 
apparent difference in the flower-colour between individuals of the 
composition LL and LI. In the presence of an additional factor D, 

, a. deepening factor, the zygote develops more pigment and is a deeper 
colour, but the ultinaate colour depends on whether the zygote is homo- 
zygous or heterozygous for L, its pbndition as regards D ^ving no 





ANTHOCYANINS AND GENETICS 


m 


effect; thus LlDD(d) is pale magantaj and LLDD(cl) is intermediate 
magenta. 

A second heterozygous form in Antirrkinuwi is also interesting. 
Individuals heterozygous for the striping factor have magenta stripes 
on a tinged ground, individuals homozygous for the striping factor, 
magenta stripes on an ivory ground (Wheldale, 535). 

Mimhilis Jala])a is of special interest in this connection since it is 
a species in which individuals heterozygous for any of the factors so 
far identified have a heterozygous form, and this applies, not only to 
the factor converting yellow chromogen into anthocyanin, but also 
to the factor for the presence of chromogen (Marryat, 533). 

In Indian cotton, individuals heterozygous for the factor which 
produces anthocyanin in the flower have this pigment diffused through 
part only of the petal, whereas homozygotes have anthocyanin through- 
out the flower (Leake, 561). 

In some strains of Phaseolus, plants which are heterozygous for 
mottling with anthocyanin in the testa have mottled seeds, whereas 
homozygotes in this factor have self-coloured purple seeds (Shull, 521). 
It is at the same time well known that homozygous true-breeding 
mottled races do exist, and Emerson has attempted to explain this 
anomaly by postulating two factors concerned in mottling. 

CoLouB Factobs in Reduplication Series 

It was first observed by Bateson & Pimnett (519, 550) that in the 
case of certain factors, which for the moment we may call A and B, 
the nature of the Fg generation varies according to whether A and B 
are carried into the Fj heterozygote by the same gamete or by different 
gametes. Thus if the heterozygote AaBb is formed from the gametes 
AB and ab, then the gametes of the heterozygote are not formed in 
the proportion 

lAB : lAb : laB : lab, 

but may be formed in the following proportions: 

SAB : Ab : aB : Sab 
7AB : Ab : aB : 7ab 
16AB : Ab : aB : 15ab, etc. 

If, on the other hand, the heterozygote is formed from the gametes 
Ab and aB, the gametes from the heterozygote so derived axe produced 
in some one of the following proportions :: 
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AB : 3Ab : 3aB : ab 
AB; 7Ab: 7aB ; ab 
AB : loAfa : 15aB : ab 

‘Coupling’ was the term first employed for the phenomenon observed 
among the offspring for the heterozygote AB.ab, ‘repnision’ for the 
phenomenon from the heterozygote Ab.aB. The terms are now rejected 
in favour of the expression ‘reduplication.’ 

From evidence first obtained, it was thought that the repulsion 
was complete, but later evidence is strongly in favour of partial 
repulsion such as is expressed above. 

The relation between the gametic and zygotic series for a few terms 
is explained in the following table: 

Number Number 

Gametic series of of Nature of zygotic senes 

— gametes zygotes r — ,, 

AB Ab aB ab in series forme<i AB Ab- aB ab 

1 (^-1) 1 2n 2n^+l 3 

1 31 31 1 64 4090 2049 1023 1023 1 

1 15 15 1 32 1024 513 255 255 1 

1 7 7 1 16 256 129 63 63 1 

1 3 3 I 8 84 33 15 15 1 

Partial repulsion from zygote of form AbxaB 


15 1 1 15 32 1024 737 31 31 225 

31 1 1 31 64 4096 3009 63 63 961 

63 1 . 1 63 128 16384 12161 127 127 3969 

1 1 (?i-l) 2n dn^-{2n-l) 2n-l 2?t-l n^--{2n>-l) 

Partial coupling from zygote of form ABxab 

Only thoge cases connected with anthocyanin pigmentation ; are 
quoted in this account. As it happens, the first example noticed of 
these phenomkia was in the Sweet Pea (Lathyms) from plants 
heterozygous for blue and red colour, and for long and round pollen. 
The blues were, for the most part, long-pollened, and the reds, for the 
most part, round-pollened. The partial coupling was shown to be : 
7BL : IBI : Ibl, : 7bl 

where B is blue colour, and L is long pollen. 

The second example was that of plants heterozygous for dark 
and light , axils, i.e. pigmented (anthocyanin) and unpigmented axils, 
and fertile and sterile anthers. The coupling was shown to be 

\ ' isDFapfiidFuedf/’ll'^ 

where D is dark axil, and F i$ feftile anthers. 

;The first example of repulsion was noted in the F^ from a plant 
heterozygous for blue and-, red flowers, and for erect and hooded 
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standards. No red hooded individiml was found. Also in the cross 
between a dark-axilled plant with sterile anthers (Df) and a light- 
axilled plant having normal anthers (dP), i.e. the converse of the case 
quoted above, no sterile light-axilled plants were found. 

As previously mentioned, the repulsion cases were originally thought 
to be total, and, on consulting the above table, it will be seen that, 
unless the repulsion is of small intensity, the form aabb is very rare. 
There is, however, some evidence that the case of blue colour and long 
pollen is of the 1 : 7 order. This case is the reverse of that quoted 
above and occurs in the from the cross — B1 x bL. One red round-" 
pollened plant was found in 419 individuals. The coupling, as we have 
seen, is on the 7 : 1 : 1 : 7 system. The coupling between blue and erect 
standard, i.e. from BE x be, is of the 127 : 1 : 1 : 127 system, so that 
if there should be the same intensity in the coupling and repixlsion 
systems, the number of plants required to give 1 hooded red would be 
65,536, which would lead to the impression first gained, i.e. that there 
is total repulsion. 

Gregory (558) has also discovered a case of coupling in Prmula 
sinensis between magenta colour and short style, which are dominant 
respectively to crimson colour and long style; the case is on the 7 : 1 
system. There is also evidence of partial coupling with a third factor 
which suppresses the development of pigment in the stigma, giving 
rise to the dominant green stigma. Yet another instance of complete 
repulsion is that between the above-mentioned factor sixppressing 
colour in the stigma and a factor suppressing colour in the stem. 
Thus a heterozygote from L stem r stigma x g stem g stigma gave 
no plants with red stem and red stigma. 

It is not proposed here to enter further into the complexities of 
the question of reduplication though one more point may just be 
mentioned. In a recent paper^. Trow has suggested a distinction 
between what he calls primary and secondary reduplication series. 
Thus, he says, if we take a case of three factors, A, B and 0, where 
there is reduplication between A and 0 of the form n : 1 : 1 ; n, and 
between A and B of the form m : 1 : 1 : m, then the secondary form of 
reduplication derived from these prin^ary ones, and denoting the relation 
between B and C, has theoretically the form 

nm + 1 : m + n : m + n : nm + I 

Experimentally this hypothesis appears to fit the above^mei^tioned 
case occurring in Primula sinensis (Gregory, 558) between the three 

1 Trow, A. H., ‘Forms of Eoduplication,’ /I Genetics, Cambridge, 1913, ii, pp, 313-324. 

' ' , 1' ' J* . < V ' . ' ' J 1 I ' ' , 
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factors M (magenta, dominant to crimson, colour), S (short, dominant 
to long, style) and G (green, dominant to red, stigma). The MG 
reduplication is of the form 2:1, the MS of the form 7:1; the secondary 
reduplication, SG, calculated on the above hypothesis, should be 
5:3: 3 : 5, and this is fairly near the experimental result. Further 
confirmation of Trow’s hypothesis is also given by results published 
by Punnett (599) for the Sweet Pea crosses, BEL x bel and BeL x bEl, 
where B is blue, dominant to red, colour, E erect, dominant to hooded, 
standard, and L, long, dominant to round, pollen. 

Pattern in Colour Variation 

Most of the- following cases have been mentioned in the previous 
accounts, but they are enumerated again here for the convenience of 
reference. Pattern generally implies the localisation of pigment in 
definite areas. 

Antirrhinum majus. The 'delila'' variety may perhaps be regarded 
as an instance of pattern. For every variety with anthocyanin there 
is a corresponding ^ delila form,’ that is one in which the lips are coloured 
but the tube is ivory; there is always a sharp line of demarcation at 
the point of union of the tube and lips (Wheldale, 535), 

Arum maculatum. The black spots (anthocyanin) on the leaf are 
probably due to a Mendelian factor which is dominant to the lack 
of spots (Colgan, 552). 

Cypripedium {Papkiopedilum), Patterns of spots or stripes (antho- 
cyanin) may be present. On crossing, there is segregation into striped 
and spotted; the former appears to be dominant (Hurst, 602). 

Digitalis purpurea. The presence of spots on the inner lower surface 
of the corolla is bound up with the presence of pigment in the corolla 
generally. The ground colour of the corolla can be inhibited by an 
inhibiting factor, but not the spot colour (Keeble, Pellew & Jones, 542). 

Erodium cicutarium. A variety occurs without patches at the base 
of the petals (de Vries, 666). 

Gentiana punctata. There is a variety in which the dark patches 
in the flower are absent (de Vries, 565). 

. Gossypium. The red anthocy^in 'spof on the leaf is a Mendelian 
character, and is less intense in the heterozygous forms. In Indian 
cotton a red spot on the flower is characteristic of the heterozygote, 
but an almost completely red flower is characteristic of the homozygote 
(Balls, 615, 523; Leake, 661).< 

Mimulus quinquevulnerus. Here the dark brown spots vary between 
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nearly coniplefce deficiency up to such predominancy as almost to hide 
the pale yellow ground-color ’’ (de Vries, 498)* 

PajKiver ofientale. The dark patches of anthocyanin at the base 
of the petals are absent in some varieties (de Vries, 565), 

P, Rhoeas. In some varieties there is a white margin to the petals 
due to the presence of a dominant inhibiting factor (Shull, 588). 

P. somnifemm. Some varieties have dark basal patches of pigment 
(anthocyanin) on the petals. From others it is absent. On crossing 
dark “'Mephisto^ with the white-hearted 'Danebrog’ the hybrid 
shows the dark pattern” (de Vries, 498). 

Phaseolus. In some strains the mottling of anthocyanin in the 
testa is due to a factor M, but the pattern only shows when the plant 
is heterozygous for M. In other strains the mottling occurs in both 
heterozygous and homozygous forms (Emerson, 528, 529; Shull, 513, 
521; Tscherniak, 479, 590). 

Pisiim. The mottling of anthocyanin in the testa is due to a definite 
Mendelian factor (Lock, 518). 

Primula sinensis. The patches of anthocyanin outside the yellow 
eye are a definite Mendelian character. They do not develop to their 
fullest intensity unless the stigma is red, or the flower is deep-coloured; 
the spots are pale in pale-coloured flowers and in flowers with a green 
stigma. 

The ^Duchess’ distribution of pigment, i.e. a ring of colour round 
the eye, spreading to a flush, may be regarded as pattern. So also 
the hSirdar' variety, where the colour is present in minute dots giving 
the flower a dusty appearance, the margins of the petals being white 
(Gregory, 557). 

Solanum tuberosum. The flowers of several white varieties have 
tongues’ of colour radiating out from the throat to the tips of the 
corolla segments. The 'tongues’ show dift'erent degrees of intensity 
of coloration, governed, probably, by different factors (Salamari, 
unpublished work). 

Tfopaeolum majus. There is at present no published work on the 
flower colour of this genus but, as far as observations go, there is a 
definite inheritance of the blotch at the base of the petals. The original 
type has an orange-red (anthocyanin and yellow plastids) flower, rather 
deeper in colour at the base of the petals, and with dark 'honey-guides’ 
running into the ' claw.’ There are varieties in which the anthocyanin 
has disappeared from the main part of the flower so that the flower 
is yellow with orange-red blotches at the base of the petals. If the 




fIowe.r»coIoiir varies to pale yellow (see p. 150) the orange-rcd blotch 
then appears as carmine. The red anthocyanin may give rise to a purple 
variation and there are correspondingly coloured blotches^ maroon on 
a deep yellow and purple on a pale yellow ground. 

Reviewing the cases of pattern set out above we are able to distinguish 
several different types. One type, for instance, includes all those spots, 
lines and streaks which form a normal part of flower- coloration and 
which, in the opinion of biologists, have a significance as signals or guides 
to insect visitors. This group would include the markings in Cy'pri- 
pediurn, Digitalis, Erodium, Miniulus, Papaver, Prmula and Tropaeoluni. 
As far as can be judged from the evidence at hand, some of these patterns 
(Papaver, Tropaeohm) are inherited independently of the ground colour 
of the flower ; the factors for others are intimately associated in various 
ways with the ground-colour factors {Digitalis, Primula), A second 
type of pattern is that which is not a feature of the normal flower- 
coloration, but is only revealed in varieties from which some of the 
colour factors are absent, for example the ^delila’ variety of Antirrhinum 
and the ^Duchess’ and ^Sirdar’ varieties of Primula, A third type of 
pattern, for instance the spots on Arum leaves, the leaf-spot of Gossypium 
and the mottling of seeds of certain strains of Pisum and Phaseolus, 
forms a normal attribute of the plant to which we can assign no special 
significance. 

As regards the nature of . the factor which produces mosaics or 
mottling in seed-coats we cannot at present offer any interpretation. 
It apparently limits the distribution of colour to certain areas ; whether 
this is due to mhibition of pigment, or whether it is due to the fact 
that the pigment formed in the plant is less, and hence insufficient to 
give self-colour, cannot be decided. But it is evident that the mottling 
factor is one apart from colour and can be carried by albinosi Bateson 
(524) draws an interesting comparison between colour-pattern and 
dilution. In , both cases, he points out, less pigment is present in the 
zygote, , but in one case the area is diminished though the intensity 
remains the same, in the other the intensity is diminished, but the 
area of coloration iS; constant. 

liiilliiiiiiliillll v: ■ ^ :v ' ^ ^ v 

Strtpbi) Varieties anb Bub- variation. 

A common form of variation in many flowers is striping, i.e. the 
arrangement of colopr inlands or^vSt^pes ; , these markings may vary 
in thickness from the narrowest hair-like streaks to broad bands, or 
elongated patches, which may then occupy almost the whole of the 
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flower. It is difficult to define the limits of striping for, on the one hand, 
among striped varieties we frequently find sectorial variations in wkicii 
colour is definitely and symmetrically confimed to a half, a third, or 
some other fraction of the flower. On the other hand, striping may 
pass into spotting or blotching, and it is questionable whether spotted 
and blotched flowers should be placed in the same category, though 
their genetical behaviour may be similar. Some of the genera and 
species in which striping occurs are the following: 


Antiffhmum majus, 
Oheirantlius Cheiri, 
Dahlia variabiliis, 
Dianth m Garyophyllus^ 
D. barbatus^ 

Mirahilis Jalapa^ 


Fapmer^ 

Petunia^ 

Primula sineusis^ 
Ta^etes^ 

Tulipa^ 

Zinnia elegans. 


As further examples of striping and sectorial variation, we may 
add those mentioned by de Vries (565), i.e. Celosia variegata cristata 
(inflorescence), Geniaurea Oganus, Clarhia pulchella^ Convolvulus tricolor. 
Cyclamen persicum, Delphinium Ajacis, D, ConsoUda, Geranium 
gmitense, H elichrysum bmcteatum, Hesperis matronalis, I mpaliens 
Balsamina, Nemopliila insignis, Papaver nudicaule, Portulaca grandi- 
flora and Verbena. 

Striping may be regarded as a variation under normal conditions^; 
there is, however, a kindred phenomenon called flaking which appears 
in flowers, otherwise self-coloured, towards the end of the vegetative 
season, or when the plant is in an unhealthy condition. Ex. Dahlia 
^ (Hildebrand, 458, 466), Maithiola. 

Striping is apparently not a phenomenon which occurs in plants 
in the wild state, and, according to the theory of Louis Vilmorin, as 
expounded by de Vries (565), it only ‘appeal^ in coloured plants which 
have already produced a white or yellow variety, that is a variety free 
from anthocyanin pigment. It is certainly true that striping is most 
usual in connection with anthocyanin; as a rule it is not shown by 
soluble yellow pigments {Antirrhinum, Althaea), though in Papaver 
nudicaule, according to de Vries (565), one finds a yellow variety with 
dark orange stripes. In Mirahilis, also, yellow pigment may, be found 
striped upon a white ground. Flowers with yellow plastids rarely, 
if ever, occur in the striped condition ; such yellow flowers may, how^ever, 
occasionally show light segments containing ^aler derivative plastid 

1 Da Tries (565) notes, however, that striping in Camdlm japonica may depend on 
the time of flowering.; 
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pi^riiciits. The coinnioii fonii of striping’ is that of aiitlioc^^ aiiin on an 
albino ground, either white {Primula sinensis) or yellow; the yellow 
may be a soluble pigment {Antirrhinum majus var. yellow striped 
criiiison), or a plastid pigment {Oheiranthus Oheim, Tcigetes^ Tuli'pa spp.). 
Less commonly one finds deep anthocyanin stripes on a pale antho- 
cyanin ground of the same colour {Antirrhinum, see p. 160), or stripes 
of one coloured anthocyanin on the ground of another colour, as in the 
case mentioned by de Vries (565) of Delphinium Consolida striatum 
plenum in which the flowers may be red striped with blue^, Miralilis 
Jalapa presents a remarkable series of striped varieties: there may 
be stripes of magenta (anthocyanin) on a white ground, or of soluble 
yellow pigment on a wdiite ground, or both magenta and yellow stripes 
on white (tricolour). Moreover Mirabilis is characterised by a number 
of heterozygous forms, and we may find a homozygous stripe-colour 
on a heterozygous ground-colour; for instance, deep yellow stripes on 
a pale yellow, or orange-red stripes on a magenta-rose ground (Marryat, 
533). 

Another curious phenomenon is the limitation of striping in most 
species to one colour, for instance in Antirrhinum the anthocyanin of 
rose dore and bronze varieties does not occur in stripes, and the 
same is true of the pale Singeing’ of anthocyanin. It is only the 
factor for full colour that is afiected by the striped condition. 

With regard to sectorially coloured flowers de Vries (565) notes 
that they appear to manifest a tendency towards a simple proportion 
between the two parts. “^'Frequently exactly half of the flower is 
atavistic, sometimes a quarter or three quarters. I observed the 
proportion f in white and red striped tulips and in partially dark blue" 
and partially pale blue flowers of Iris xiphioides, etc.’’ 

The inheritance of striping has received a certain amount of attention. 
De Vries (566) has investigated the problem in Antirrhinum and other 
striped flowers. He noted that the striped variety of the larkspur 
{Delphinium Ajacis and D, Consolida) produces self-coloured flowers as 
well as striped ones; the self-coloured, moreover, may appear on the 
same racemes as the striped ones, or on different branches, or some 
seedlings from the same parent may be self-coloured while others are 
striped. Seeds, on the other hand, of these blue sports give rise again 
to the striped variety. Such a variety as this Larkspur, de Vries called 
' eversporting,’ for as he says : " Here the variability is a thing of absolute 
constancy, while the constancy consists in eternal changes.” His more 

^ There is also a tricolour of red, white and blue. 
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definite cultures were made with Aniirrlvinum majus hiieum, rubro- 
striatum,. In AntirTkinum (see p. 160) the flower may be ivory striped 
with magenta anthocyanin, or yellow striped with crimson^ this latter 
colour being merely magenta superposed upon yellow; the yellow 
pigment (luteolin) does not show striping. In the oilspring of de Vries’ 
plant, which was yellow striped with crimson, there were no pure 
yellows, though all grades of striping were found, ranging from yellow, 
with a few of the finest stripes, through intermediates, to those with 
the broadest stripes, or even whole sections of red; and with these 
occurred a certain number of pure red flowers. The red flowers will 
appear suddenly as a sport (though without graduated links with striped 
forms) among the striped individuals, and Gonversely, the striped 
flowers will appear among the offspring of the self-form. Thus red 
can be obtained from striped, and striped from red, and both variations 
can be obtained by seed ; but de Vries noted bud-variations and varia- 
tions within the spike, only in striped individuals, though he is of the 
opinion that they might be found on red plants if sufficiently large 
numbers of individuals were dealt with. 

The following table^ represents the successive families obtained 
by de Vries from one striped plant: 

Striped plant Pi 

, , 

Red plants Pj 

30 % 

Striped plants Red plants ... Fa 

24% 76% 


Strip^ Striped plants Red plants ... , 

plants plants 29% 71% 

98% 2% 1 j 

j 1 — ^ — I j 1 j 

Striped Red Striped Red F 4 

plants plants plants plants 

95 %> 5% 16% 84% 

So far then de Vries expresses the facts of inheritance of striping 
thus : 

1. The striped race is an inconstant one and consists of striped and 
red-flowered plants. 

2. Striping itself varies continuously, but there is discontinuity 
between the striped and red forms. 

3. The intensity of inheritance of finely striped plants is about 

, ^ ‘ f 1?^ also Emerson ' (605). , \ . 

* : r/ ■ :< ; , v- - , m > 


/ 

/ 


Striped plants 

■90% 


Striped plants 


Red plants 

2% 


Striped branches 


Red branches 


w. p. 
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95-98 %, and tliey give rise to the red type either by seed or bud 

variation. 

L The broadly-striped individuals pi’oduce more reds than the 
narrow-striped, the average being about 39 %. 

5, The red individuals thrown by the striped resemble the red 
type, but differ in again throwing striped. The intensity of inheritance 


of the rod character is about 70-85 %. 

6. The yellow variety (without antliocyanin) does not arise from 
the striped race. 

l)e Vries draws attention to the fact that striped varieties do not 
occur in nature. Other examples he gives of striping are in Stocks, 
Liver-leaf (Hepalica), Dame’s Violet (Hesperis), Sweet William {Diantlius 
barbatm) and Periwinkle {Vinca minor); also in Hyacinthus, Cyclaynen, 
Azalea, Camellia, and in the Meadow Crane’s-bill {Geranium praieme) 
when cultivated. Also these, he says, are known to come true to 
striping when seed is taken from striped individuals, and from time 
to time to throw self-coloured individuals. He made pedigree cultures 
of the Dame’s Violet [Hesperis matronalis) for five years, and of ClarJcia 
pulchella for four years, and they both behaved in exactly the same way 
as Antirrhinum, He further points out that other parts of plants may 
be striped, as, for instance, the red and white striped roots of Eadishes, 
and the inflorescence of the Cockscomb {Celosia cristata). 

From these results one would gather that the inheritance of striping 
is non-Mendelian. More recently Emerson (606) has suggested that 
striping, on the basis of a certain hypothesis, may conform to the 
Mendelian scheme of inheritance. It appears that ears of certain 
varieties of Maize show striping in the red pigment developed in the 
pericarp. Emerson says : Plants in which this pigment has a variegated 
pattern may show any amount of red pericarp, including wholly self- 
red ears, large or small patches of self-red grains, scattered self-red 
grains, grains with a single stripe of red covering from perhaps nine- 
tenths tq one-tenth of the surface, grains with several prominent stripes 
and those with a single minute streak, ears with most of the grains 
prominently striped and ears that are non-colored except for a single 
partly colored grain, and probably also plants with wholly self-red 
and others with wholly , colorless ears.” A number of selfings were 
made for several generations of both homozygous and heterozygous 
variegated cobs ; homozygous and heterozygous variegated cobs were 
also crossed with true-breediiig white male plants. From his experi- 
ments Emerson deduces the following results : 
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L That the amount of pigment in the pericarp of a variegated 
grain bears a definite relationship to the amount of pigriient in the 
grains of the plant which grows from it. The relationship is such 
that the more red pigment there is in , the grains planted, the more 
likely are the plants which come from them to produce self-coloured 
red ears, and the less likely to produce variegated ears. 

2. That when red ears produced by seJfing a homozygous 
variegated- eared plant are selfed and sowui they give rise to red- eared 
and variegated-eared plants in Mendelian proportions; in the same 
way when crossed with white-eared races, they behave as if they had been 
produced by a cross between red-eared and variegated-eared races. 

3. That the red ears arising from selfed heterozygous variegated- 
eared plants behave in some cases as if they were hybiids between 
red-eared and variegated-eared races, and in other cases as if they were 
hybrids between red-eared and ‘wliite-eared races. 

4. That the reds arising from crosses between both homozygous 
and heterozygous variegated-eared plants and white-eared races behave 
as if they were hybrids between red-eared and white-eared races. 

Thus, says Emerson, any interpretation of the above results must 
take into account these facts: (1), that the more red there is in the 
pericarp, the more frequently do red ears occur in the progeny ; (2) that 
such red ears behave just as if they were hybrids between red and 
variegated, or red and white races. 

To explain these phenomena Emerson suggests the following hypo- 
thesis. The zygotic formula for a plant homozygous for variegated 
pericarp may be regarded as W ; heterozygous for variegated pericarp 
as V . If in any somatic cell W, from some unknown cause, a 
V factor were transformed into a factor for self-colour, S, that cell 
would then be represented as VS. Any pericarp cells descended from 
such a cell would be red, and if alb the pericarp cells of a grain were 
thus descended the grain would be self-red, just as if the plant bearing 
it were a hybrid between pure red and variegated races. Of the gametes, 
moreover, arising from such somatic cells, one-half would carry V, and 
one-half S, again just as if the plant were a hybrid between red and 
variegated races. If both the V factom. were changed to S, the grain 
would be red as before, but all, instead of half, of the gametes would 
carry S. If the modification from VV to VS should occur very early 
in the life of the plant, or even in the embryo, then all the eats of the 
plant might be self-red, and one-half of all the gametes, both male and 
female, might carry and the other half V as in an ordinary hybrid. 

IS— ”2 ' ■ 
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If tiic luoclification should occur mucli later, for iiistauce when the ear 
is beginnin.2[ to form,, there might be then only a patch of red grains 
on a variegated ear, and only those gametes arising from these red 
masses of tissues would, carry half S and half V. Finally if the modifi.- 
cation should occur after the grains begin to form, the latter would 
have broad or narrow stripes according to the amount of pericarp 
directly descended from the modified cell, and the larger the amount 
of modified tissue the greater the chance that the gametes concerned 
would carry S. Similarly in any cell of a heterozygous, variegated- 
eared plant, V - , he assumes that the V factor may be changed to S. 
The efliect on the pericarp colour would be the same as before, and of 
the gametes arising from the modified tissue one-half, and never more, 
would carry S, the other half would carry no .factor, and would be 
represented by . 

Emerson then applies his hypothesis to results obtained in the Fg 
and Fg generations. As stated above F^ red-eared plants which had 
arisen from selfed homozygous variegated ears gave in Fg only red-eared 
and variegated-eared offspring. Qn the hypothesis quoted, the con- 
stitution of the Fj^ red-eared plants would be either VS or SS, the former 
being more frequent than the latter on account of the rarity of S in the 
gametes. The F^ red ears tested were evidently of the composition 
VS. Of two Fg reds from selfed F^’s, one gave reds and variegated, 
the other bred true to red. Hence the hypothesis is in accordance with 
the results. Again F^ red-eared plants which had arisen from hetero- 
zygous variegated selfed plants, as we have seen, behaved in some cases 
like hybrids of red and variegated races, in other cases like hybrids 
of red and white races. On the hypothesis that variegated-eared plants 
were V — and their red grains S — , the Fj^ plants would be SV, SS, 

g „ ^ Y ^ or , Of the Fj reds tested some were evidently SV, 

and others S — . Of the Fg reds, one bred true in F^, and others segre- 
gated into reds and variegated. 

Finally \vhen Fj red-eared plants arose from either homo- or hetero- 
zygous variegated ears that had been crossed with whites they gave 
only red-eared and white-eared offspring, never variegated. By hypo- 
thesis the parent variegated-eared plants were, V — and VV, and the 
red grains S — and SV (or SS possibly) and the male parents were 

^ . The Fj^ plants therefore would be S r-- ^ V — and ,, and onlv 

, S — .would be red-eared. The red-eared F^ plants tested gave red- 
and white-eared in Mendelian ratioa^ Of the F2 red-eared, one bred true 
in Fg, and the others segregated into reds and whites. 
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Emerson further maintains that de Vries’ results for striping in 
Anliffliinmn indicate that this case is of a similar nature to Zea. Also 
the results obtained by Correns (537) in striped-flowered plants of 
Mirabilis\ these results show that plants with self-coioured flowers 
behave as if they had occurred in an Eg from a cross of ^striped by self- 
coloured plants. But flowers from self-coloured branches on striped 
plants produce few, if any, more self-coloured plants than flowers on 
branches with striped flowers. As an explanation of tliis anomaly 
Emerson suggests that in the case of seed sports the factors for variega- 
tion are affected, whereas in somatic variations there is no corresponding 
change in the Mendelian factors. 

A curious phenomenon in connection with striping m . Antirrhinum 
is one noted by the author and previously mentioned (see p. 159). 
If the factor for tingeiug with anthocyanin be denoted by L, and the 
factor for full colour by D, then LLDD(d) is magenta and LlDD(d) 
pale magenta. If in the striped v^ety we represent D by S, then 
LESS is ivory striped with magenta, LISS, ivory striped with pale 
magenta, LLSs is tinged ivory striped wdth magenta and LiSs tinged 
ivory striped with pale magenta. No explanation of this interesting 
result can be offered at present. 

In Primula sinensis (Gregory, 657) striping appears to belong to a 
different category from that in Antirrhinum^ Mirahilis, etc., for it 
behaves as a simple recessive to a self-coloured form. 

Bearing in mind the facts just recorded one cannot fail to realise 
that the common occurrence of reversion to self-colour among striped 
varieties is but one expression of the much more widely distributed 
phenomenon of bud-variation. Of the latter there are a number of 
cases known, many of them involving pigmentation. Some are con- 
cerned with the distribution of chlorophyll, and these it is not necessary 
to consider here. Of those connected with anthocyanin there are 
several recorded by de Vries (498, 565), for instance in Eihes sanguimum, 
Veronica longifolia and others. Ribes sanguineum has red racemes of 
flowers and a certain amount of anthocyanin in its twigs and petioles, 
and there is a variety which has white flowers tinged slightly with red, 
while the vegetative parts lack pigmentation. Of the variation de 
Vries says; Occasionally this white-flowered cun’ant reverts back 
to the original red type and the reversion takes place in the bud. One 
or two buda on a shrub bearing perhaps a th^and bunches of white 
flowers produces twigs and leaves in winch the red pigment is noticeable 
and the flowers of which become brightly colnred. , If such a twig is 
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left on the shrub, it may grow further, ramify and evolve into a larger 
group of branches. All of them keep true to the old type/’ Another 
case is that of the hybrid from Veronica longifoUa and its variety alba ; 
the blue hybrid occasionally produces white flowers. We may also 
include the production of green-leaved branches by the purple-leaved 
Beech, Hansel, etc. Other cases are mentioned by Bateson (591) : for 
example, Azalea, of which there are white varieties streaked with red 
giving rise to self-red sports. Also Pelargonium ; here the variety 
alium which is normally red may produce very occasionally one or two 
magenta petals, and, conversely, there is a variety 'Don Juan’ which 
may bear trusses or branches of red flowers, though the normal colour 
is magenta- Another case of exceptional interest is that in which an 
individual of the purple- winged 'Purple Invincible’ variety of Lathy rus 
developed a flower of the variety 'Miss Hunt’ which is lacking in the 
blue factor (Bateson, 524). 

With regard to bud- variation there are several fundamental points 
to be borne in mind, and these have been well expressed by Bateson 
(524, 591) from whom the following quotations are taken. First: 
"when a bud-sport occurs on a plant, the difference between the sport 
and the plant which produced it may be exactly that ■which in the case 
of a seminal variety is proved to depend on allelomorphism.” This 
is exemplified in the cases given above, i.e. in the presence or absence 
of factors controlling pigment formation (Antirrhinum, Ribes, Veronica, 
Fagus, etc.). Secondly, on consideration of these cases, we may arrive 
at the conclusion that the segregation of the allelomorphs which control 
the production of colour must have taken place at some somatic division, 
and "we are thus obliged to admit that it is not solely the reduction- 
divisions which have the power of effecting segregation.” The third 
point is that: "The distribution of colour in this case (bud- variation) 
lies outside the scheme of symmetry of the plant.” For " though the 
parts included in the sports show all the geometrical peculiarities proper 
to the sport-variety, yet the sporting-buds themselves are not related 
to each other according to any geometrical plan,” just as striping itself 
in the Carnation or Antirrhinum is no'fc under geometrical control. And 
; it is, precisely the plants with this disorderly arrangement of striping 
which so often give rise to bud-sports^ 


f. 


^ Bateson (S91) notes a interesting case of bud- variation in tbe Amlea Vervaeana, 
Tbe flowers have syninietrioal^hiarkings of one shade of red, and red streaks of another 
shade. When self-red sports arise they are of the shade of the red streaks, not of the 
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At the present monient it is difficult to form any geaeraJ conception 
of the mechanism of the change which, underlies biid-variatioin In a 
recent paper Emerson (629) describes the occurrence of anomalous 
seeds of Mai^ie (Zea), two of which are concerned with pigmentatiom 
In one, the seed was half colourless and half purple: in the other, half 
purple and half red. He admits that the occurrence of this phenomenon 
could be explained on the hypothesis that, subsequent to normal endo- 
sperm fertilisation, there occurs a vegetative segregation of genetic 
factors. But such a segregation, he maintains, cannot be typically 
Mendelian because in neither of the cases quoted are all the genetic 
factors (in a heterozygous condition) involved. He prefers to interpret 
the phenomenon as a somatic mutation, that is as a change in genetic 
constitution rather than a segregation of genetic factors. He proceeds 
to apply this conception to the case of bud-sports in general. His 
hypothesis in fact has already been mentioned in connection with striping 
in Zea and Antirrhinum. In his opinion the somatic mutation may be 
a gain of at least one new' factor, the loss of a factor, or the permanent 
modification of a factor. Against the segregation hypothesis he brings 
the following considerations. In material homozygous with respect to 
the Mendelian factors concerned it is not possible for bud-sports to arise 
by segregation. Nor is it possible if a new character previously unknown 
to the species, should arise ; nor if a dominant character appears as a 
hud-sport in material known to be homozygous in a recessive character 
which is allelomorphic to the dominant character in question (ex. 
striping in Zea). If however the bud-sport be due to the loss of a 
character, and the .material be also heterozygous for the character, 
then the case can be interpreted equally well as a segregation or a 
mutation. 

Bateson, on the other hand, inclines to the view that bud-sports 
are the result of somatic segregation, the sporting branches being the 
outgrowth ‘from cells containing one only of the segregating factors. 
He also suggests that the phenomenon of striping may be due to the 
fact that there is an insufficient amount of the colour factor in the 
gametes to make the zygote self-coloured. And this may also apply 
to some cases of pattern (see p. 190). ^ In these cases the more intimate 
the mixing, the more likely are the of spring to he striped, and this, 
as we have seen, is borne out by observations upon Zea and Antmlimmn. 
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The Effect of Outside Factors oisr Colour- variation. 

It has very often, been stated that the colours of flowers are affected 
by the soiJ in which the plants are growing, and the belief is still prevalent. 
In any discussion upon the subject we generally meet with one or other 
of two illustrations of classical interest. One is the change of colour 
in Hydrangea (or Eortensia) flowers when the roots are supplied with 
some form of iron or aluminium salts; the other is the ^zinc Violet’ 
which is a blue-flowered form of Viola lutea. This variety grows in 
a soil containing as much as 20 % zinc oxide, and in the ash of the 
plant may be found 1 % zinc oxide. Hence the idea arose that the 
'zinc Violet’ might derive its blue colour from the presence of zinc in 
the tissues. The effect of soils on Hydrangea must have been noticed 
at a very early date, for Schiibler & Lachenmeyer (429) in 1834 gave an 
account of analyses of soils which change the colour of the flowers. 
Trials have been made from time to time with other chemical substances 
upon other plants, but no striking results have been obtained. In 
view, however, of the value attached to such results, it may be well 
to give an account of some of the experiments. 

As regards the 'zinc Violet,’ Hoffmann was led to conclude that 
the presence of zinc had no infl.uence on the colour, because, when 
transferred to another soil which did not contain zinc, the blue colour 
remained ; the colour, moreover, may vary even when the soil contains 
zinc. Though practically only confirming the fact that colour-changes 
in Hydrangea are brought about by iron and aluminium salts,, the 
work of Molisch (467) in this direction is important, since he treated 
the subject on an experimental basis. His method was to grow 
Hydrangea plants in pots and to mix with the soil the substances of 
which he wished to test the effect. The following table will give a general 
idea of his results : 


SuLstaaoe added to soil 

Normal soil 

Aluminmm sulphate 

Common alum 

AbCSOJ^ -f KaSO, + 24H2O 

Ferrous sulphate 




Colour of flpwers 
Red 

Strongly Hue 

Blue, sometimes bluish 
sometimes pink with 
blue filaments 
Pink, bluish, or blue... 


it AW 


Remarks 


Leaves became brown in 
some cases and died 


In most eases, after a 
few days, the leaves 
turned brown and com.' 
menced to fall ofi 
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Substance added to soil 
Iron oxide (Hammersehlag) 

Moor soil (from Wittingau 
in Bohemia) 

Heath soil (from Cibulka 
near Prague) 

Peat 

Aluminium oxide, AlgO; 
Iron filings 
Iron shavings 

Iron tacks 

Ochre 

Granulated zinc ... 

Tin foil (clippings) 

Charcoal 

Emery powder 
Powdered slate ... 


Powdered sulphur 
Soda 

-Lime 

Ferric chloride 

Potassium sulphate 
Ammonium sulphate 
Manganese sulphate 
Copper sulphate ... 

Nickel sulphate ... 

Cobalt sulphate ... 
Zinc sulphate 
Potassium carbonate 


Colour of flowers 

Two plants bluish, the 
rest red 

Blue 


Red, with blue filaments 
Ail red 


Ail red 


(?) 

(?) 

(?) 

(?) 


Remarks 


Plants strong and flowers 
large 


Some tendency to become 
blue in filaments and 
fruiting flowers 

Leaves died in most cases 
after a week; plants 
weakly 

Used in too large quan- 
tity 

Leaves tended to fall off 

Leaves became brown 

Only one plant: red 
flowers 

Substance very poison- 
ous : plants died 


Molisch found the filaments of the stamens very sensitive to the 
substance added, and notes that if one is in doubt as to whether any 
effect has taken place, one should examine these organs. In the case of 
alum, it is evidently, the aluminium salt which is effective, since potas- 
sium sulphate produces no blue colour by itself. Aluminium sulphate 
alone, moreover, ' produced the most intense blue colour. Aluminium 
oxide has no effect on account of its insolubility, whereas m the slate 
there must be some slightly soluble iron or aluminium compound. From 
hm rfts«fl,Tchea Molisch draws the conclusion “dass AJaun, schwefelsaure 
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Thonerde imd Eisenvitriol die rothe Farbe der Hortensienbliitiie in 
die blane umzuwandeln vermoge.’’ He points out that the pigment 
of the flowers is anthocyanin, and in sections of the petals the colour is 
similarly turned blue on addition of solutions of iron and aluminium 
salts. lie further emphasises the fact that all plant anthocyanins do 
not behave in the same way, and hence this may be one of the reasons 
why it has not been possible to change the flower-colour of other plants 
by adding salts to the soil. 

In 1906, Kraemer (503) gives an account of a number of experi- 
ments which he made to test whether flower-colours can be modified by 
treating the soil with chemical substances. The compounds he used 
were : acetic acid, citric acid, malic acid, phosphoric and other acids ; 
various iron salts, such as acetate, citrate, chloride and sulphate; 
certain aluminium salts, such as sulphate, phosphate, and the double 
salts of aluminium and potassium sulphate, and aluminium and am- 
monium sulphate; ammonia water, potassium hydrate, ammonium 
nitrate, potassium nitrate, potassium iodide, iodine and potassium 
cyanide. These were supplied in solution through the soil, beginning 
with 1 : 10,000 of water, and the strength gradually increased until 
1 : 1000 of water was reached. Most of the substances could be supplied 
in this strength every five days for some months mthout injury to the 
plants. There were no marked effects. In yellow roses supplied with 
aluminium and potassium sulphate, the leaves and stems became 
slightly reddish. ^La France’ roses treated with iron citrate and citric 
acid had uniformly pink petals. Some rather insignificant changes 
were noted in other plants. The scarlet carnation showed a tendency 
to form white streaks with iron and ammonium sulphate, aluminium 
phosphate, iron citrate and citric acid ; also a maroon carnation treated 
with ferrous sulphate. The petals of a white carnation when fed with 
potassium and aluminium sulphate showed a tendency to form red 
streaks. 

Later, in 1908, Vouk (522) repeated a number of experiments on 
the same lines as Molisch, using plants of Hortensia {Hydrangea hortensis). 
Vouk remarks, as a preliminaryj that Miyoshi ( ? 187) has succeeded in 
^changing the lilac colown ol GalUstephus chinensis and Campamda 
alUariaefoUa into blue, and the red of Lycoris radiaia into lilac by 
artificial treatment. Of Molisch’s. experiments he observes that the 
leaves of the plants used were frequently injured, and this may be due 
to too large quantities of salts added. He therefore set out to deter- 
change to affected by difere^t ^uanti1?ies 
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of alummium salts (potassium alum and aluminium sulphate) : (2) what 
amount of salt is sufficient to bring out the blue colour without injury 
to the plant. His methods were to water plants with *5 %, 1 %, and 
3 % solutions of potassium alum and aluminium sulphate respectively. 
His results show that cultures watered with 3 % potassium alum 
produced the finest blue colour, though the leaves were affected with 
brown spots. The 1 % cultures he regarded as best, since the plants 
were quite sound, and there was at the same time almost complete 
blueing of the flowers. This was ,true for the same concentrations of 
aluminium sulphate, but the blue coloration was weaker. Hence Vouk 
does not agree with Molisch that aluminium sulphate has a better 
effect on the blueing than alum, but he maintains that the latter salt 
gives the most intense results. His experiments, moreover, show that 
the change of flower-colour depends, not only on the quality, but also 
the quantity of the salt used. Other experiments of a similar nature 
were tried with Phlox deoussata but with no result. 

Thus we may conclude that, with the exception of Hydrangea, there 
is no experimental evidence for the belief that chemical substances 
in the soil can materially affect flower-colour. There are accounts of 
various experiments where dyes have been employed, by means of 
root absorption, for colouring flowers, but the results are purely tem- 
porary and negligible as far as scientific interest is concerned. We may 
in this respect well agree with Nehemiah Grew (1) when he remarks: 
''^From what hath been said, we may likewise be confirmed in the 
use of the already known Rules, and directed unto others yet unknown, 
in order to the variation of the Colours of Flowers in their Growth. 
The effecting of this, by putting the Colour desired in the Flower, into 
the Body or Root of the Plant,, is vainly talked of by some : being such 
a piece of cunning, as for the obtaining a painted face, to eat good 
store of white and Red LeadF 

Another set of experiments concerned with changes in flower-colour 
though involving a different external factor, viz. insolation, are those 
of Eawson (619). These experiments have been conducted upon 
Tropaeolum plants growing in South Africa and the principle followed 
was ''to shade off with a perfectly opaque screen all direct rays of the 
sun for certain intervals of daylight.^’ Otherwise there was no other 
special treatment. By this means Eawson claims to have changed 
ordinary scarlet and orange varieties into a new mauve variety, and 
'■'no known instance occurred of its reverting to the original Experi- 
ment so far goes to show that seeds feqm it after the second year may be 



204 


ANTHOCYANINS AND GENETICS 


planted in any aspect, and will come true even if sowni in such different 
climates as those of York and Pretoria. The crimson variety similarly 
treated in York and in Pretoria gave the same flowers of a bronze old- 
gold colour in both places, and the seed of this latter variety brought 
from Pretoria and sown in York gave the same curious colour, in spite 
of the great difference of altitude between the two localities. Cuttings 
of the mauve variety could be grown in any aspect at Pretoria, without 
any change in the mauve colour of the flowers. In addition to the 
mauve and bronze old-gold colours, varieties of rose-salmon and of 
sallow flesh-colour have been obtained, and no difficulty has been 
experienced in changing, any of the known orange, yellow, or scarlet 
flowers into these curious colours.^’ In a later paper, Eawson (600) 
states that still further varieties have been obtained in England by 
adopting the same methods. Pending confirmation it is difficult to 
make anything of the significance of these facts. 


Connection between Coloub and other Plant Characters. 

There is little doubt that albinism, the most common form of 
variation, brings with it in many cases a general weakness of constitution. 
The true albino (see p. 158) of Antirrhinum majus, for instance, is more 
stunted in growth than the coloured forms; it is also less resistant to 
cold, drought and other adverse conditions. In connection with this 
point there is a paragraph which may be quoted from the Fhra Anomoia 
(1817) by Hopkirk (428). This author evidently believed that lack of 
robustness may cause variation for he says: ‘'That these varieties of 
colour are produced very frequently by weakness, is evident from the 
circumstance of the variety being often much more tender than the 
original species. The white-flowered variety of the Virginian Spider- 
wort {Tradesccmtia vArginica) is with difficulty preserved in the open 
air during winter, whilst the blue is perfectly hardy ; in like manner, 
the white Snapdragon^ is much' more tender than the common 
Antirrhinum majusJ^ .We now know that the white variety of 
Antirrhinum is lacking in the flavoipie, apigenin, as well as in anthocyanin : 
both these substances are of the aromatic group, and no doubt play 
a certain part in general meta|bolism. It is also possible that other, 
more fundamental compounds, such as oxybenzoic acids, the progenitors 


flavones, are in addition absent from the white variety, and 


so 


o 

its met^bolisni, as regards aromatic substance;s, may in a sense be 

1 Thfc TnftTr La Uta ir-rtr 


course 






ANTHOCYANINS AND .GENETICS 205 

pathological p and may quite well be responsible for the general weakness 
of the variety. 

As to the connection between colour and other characters such, as 
flavour and odour, information is rather scanty. Some interesting 
suggestions in this direction have been made by Goff (444). He main- 
tains the truth of the statement that white varieties of fruits and 
vegetables have a milder and more delicate flavour than coloured 
forms, and he quotes the following instances. White varieties of 
onions, he says, are less strong in flavour than red ones, the blood-red 
variety being the strongest flavoured; white currants are less acid 
than red or black; white and yellow tomatoes are sweeter than the 
scarlet ; white raspberries have a more delicate flavour than the coloured 
type. The same idea is involved in the blanching of celery, endive and 
seakale, and in the use of the inner leaves only of lettuce and cabbage 
for eating. Similarly, 'sun-burned’ potatoes, that is tubers which have 
been exposed to light and sun, have a strong and bitter flavour; shoots 
of seakale also, if allowed to come above the earth, develop purple 
pigment and become strong flavoured. Eed cabbage, when cooked, 
is less mild and tender than the green varieties. In the sugar-pea, 
too, the purple-flowered form has seeds spotted with brown which are 
strongly flavoured when cooked. He . also points out that the percentage 
of sugar in the Beet increases as the percentage of colouring matter 
decreases. Further data would be necessary before we could definitely 
prove the truth of these suggestions, but what evidence we have is 
certainly in their favour. For odour, flavour, astringeney, bitterness, 
etc., are essentially connected wdth aromatic compounds, as for instance 
bitterness and astringeney with the tannins, and we know that absence 
of colour is in some cases, as iii Antirrhinum, accompanied by the 
absence of certain aromatic complexes. The subject is well worth 
investigation, and now that cases of Mendelian segregation offer such 
well-defined material, it should not be beyond the scope of the plant 
chemist. Also, the possibility of a connection between colour and 
sweetness is materially strengthened by the evidence, given in previous 
chapters, of a relationship between pigmentation and sugar concen- 
tration. 4 Goff states, for instance, that the red-fleshed Peach is of little 
value for eating purposes, and cases, of this kind should offer suitable 
material for research. 

There are certain relationships of a more precise nature between 
colour and other plant characters which have come to light in Mendelian 
investigations. One group of such relationships includes the phenomena 
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number of colour factors are known to be involved) 
on (see p. 185). Another kind of relationship is 
(Saunders, 587) between the factors for hoan- 
and flower-colour In Stocks, as we have alrtadv 
,ovanin) is due to the presence in the zygote of two 
and if either of these be absent, the plant is an albino 
■ 1 In certain strains of Stocks, the hoarmess 
been found to depend also on the presence of two 
Between these two pairs of factors there is a 
that the hoariness due to H and K is only 
R are both present. Hence an albino may 
and may yet be glabrous because it cannot 
both 0 and R. An anthocyanin form, on the 
lus carries of course 0 and R, but can only 
not both ; when it carries C and R, as well 
and coloured. Thus a heterozygote in all 


ness ot tne leavca ^ 
seen, colour (anthocyani 
factors (0 and B), and if 
as regards anthocyanin. 
of the leaves has L. 
factors (H and K). 
certain relationship, viz. 
manifested when C and 
contain both H and K, 
contain at the same time 
other hand, which is glabro 
contain either H or K, and 
as H and K, it is hoary a 
four factors would give on £ 
81 CRHK 
27 CRH 
27 ORK 
27 RHK 
27 CHK 
9 OR 
9 CH 
9 CK 
9 RH 
9 RK 
9 KH 


Red hoary. 

Red glabrous 
Red glabrous. 
White glabrous. 
White glabrous. 
Red glabrous. 
White glabrous. 


relationship between shape and colour occurs in the 
ateson, 524). All those varieties with an erect standard 
that isi within the variety, the standard differs more or 
from the wings i' -.pxi-Rurple Invincible’ and ‘Painted 
ties, on the nth^ihand, with a hooded standard have 
irlarfl Tnnre of a uniform tint : ex. ‘Duke of Westminster 


nd ‘Duke of Sutherland 
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The Chemical InterpbetatioH'OF Paotobs bob PLOwEKrCOLocjB. 


If we write out th.e factorial composition of the type of any species 
which has been investigated on Mendelian lines, as for instance, 
Anidrrhmum (see p, 161): 

YYIILLTTDDBB 

or Lalhjms (see p. 167): 

CCRRBBDiDiDeDe 

we see that a number of definite factors go to build up the colour — both 
the amount and kind of colour — of the type, and each of these factors 
must represent a power in the plant to control a chemical reaction; 
the sum-total of these reactions is the production of the pigment of 
the plant. To know with what kind of process each of the factors 
corresponds is of very great importance for the understanding of 
genetical problems. It may be stated without hesitation that we can 
only find out what these processes are by means of exact chemical 
analyses. 

Such chemical analyses have been attempted in the case of Antir- 
rhimim, and we may first consider the kind of deductions which can 
be drawn from the results. The factors which have been most investi- 
gated are the yellow (Y) and ivory (I). The tissues (except those of 
the palate) of the flowers of the ivory variety contain a very pale yellow 
soluble pigment, the fiavone, apigenin, which is present in all the cells, 
both epidermal and mesophylL The pigment is not recognisable in 
the petal, for, as we have pointed out in earlier chapters, the flavones, 
though practically ubiquitous, are too slightly coloured to affect the 
colour of the cell-sap. The presence of apigenin in the ivory Aniirrhinum 
can be demonstrated by placing the corolla in ammonia vapour, when 
the flower turns bright yellow owing to the formation of a more intensely 
coloured salt of the pigment. If, on the other hand, we examine sections 
of the corolla of the yellow variety, we find the epidermal cells filled 
with a soluble yellow pigment; the flavone, luteolin, while the inner 
tissues appear colourless. , On treatment with ammonia vapour, the 
yellow epidermis turns orange, and the inner tissues yellow, showing 
that the latter contain apigenin. These observations are confirmed by 
analyses of the extracted pigments ; apigenin, only, is found in the ivory 
variety : both apigenin and luteolin can be extracted and identified 
from the yellow. From the true white variety no apigenin could be 
extracted, nor do the , flowers turn yellow when treated with ammonia 
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vapour. Hence we may assume that the white variety contains no 
flavone. 

Now let us see how this information can be connected with the 
facts of Meudelian inheritance. It has been assumed that the yellow 
plant contains a factor, Y, and when this is absent, the flower is white, 
whatever other factors may be present. The ivory contains an addi- 
tional factor, I, which is dominant to yellow. Thus ivory is YY(y)II(i) 
and may, if heterossygous, throw either yellow or white, or both. Yellow 
is YY(y)ii and may throw white. Hence the factor which has been 
termed Y must represent the formation of luteolin in the epidermis, 
and apigenin in the inner tissues of the corolla, while the factor, I, 
represents the inhibition of the formation of luteolin. A better under- 
standing may be reached, perhaps, by considering the constitution of 
the flavones, apigenin and luteolin: 


HO 


> 0 " 


VAs/ 

HO CO 


Apigenin 


\A/ 

HO CO 

Luteolin 


pH 

OH 


It Will be seen that luteolin contains one more hydroxyl group than 
apigenin, and this number and special grouping of hydroxyls accounts, 
it is said, for the greater intensity of colour. The behaviour also of 
the fiavones, on heating with caustic alkali, indicates that each flavone 
can be considered to be built up of phloroglucin and an oxybenzoic 
acid; thus apigenin decomposes into phloroglucin and p-oxybenzoic 
acid : 


OH 




OH 


COOH 


and luteolin into phloroglucin and protocatechuic acid : 
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It is probable that the converse represents the syiithc^sis in tlie 
plant; phlorogliicin and the oxyhenzoic acids and their derivatives are 
widely distributed, and it is from these, no doubt, that the flavones are 
synthesised. Hence the kind of oxybenzoic acid present affects thci 
kind of flavone formed. Thus the ivory variety might be supposed 
to form only one type of oxybenzoic acid, whereas the yellow forms two. 
As yellow arises from ivory by the loss of a factor, we must look upon 
this factor as the power of inhibiting the formation of luteolin, or the 
oxybenzoic acid from which it is synthesised. This result is interesting 
as a demonstration of the suggestion made by Bateson in the Presidential 
Address to the British Association in 1914. He says : I feel no reason- 
able doubt that though we may have to forgo a claim to variations by 
addition of factors, yet variation both by loss of factors and by fractiona- 
tion of factors is a genuine phenomenon of contemporary nature. If 
then we have to dispense, as seems likely, with any addition from 
without we must begin seriously to consider whether the course of 
Evolution can at all reasonably be represented as an unpacking of an 
original complex which contained within itself the whole range of 
diversity which living things present.^’ 

As regards the true white variety^, it lacks either the constituents, 
one of them, or both, which go to make up the flavone, or the power 
of synthesising the constituents. Many interesting lines for investi- 
gation are suggested by these points, both in Antirrhinum and in 
allied cases. The true whites might be tested for phlorogliicin and 
oxybenzoic acids, and the chemical composition of white individuals 
bearing the I factor might be compared with those which are derived 
from yellow, and which therefore do not carry One point which 
rnay be emphasised with regard to the Y and I factors is that their 
power is not affected in the heterozygote ; a plant may be homo- or 
heterozygous for Y or I, and there is no apparent difference in its colour. 
This is not always so for factors concerned in anthocyanin formation, 
as we shall see later; nor is it universal even for factors controlling 
the formation of yellow pigment, as for instance in Mirabilis, In the 

1 A similar case to Antirrhinum k that of Phlox Drummondii, in which there is an 
ivory white and a true white, the latter giving no canary yellow colour with ammonia. 

I am indebted to Miss Killby for this information. 

® I have noted that extracted solutions of white flowers almost invariably give brown 
products, after standing, similar to Palladin’s respiration pigments. This is rarely so 
with extracts of ivory and yellow. The phenomenon suggests that aromatic substances 
are present in the wliite which are not develops in the yellow and ivoiy. But further 
and more careful investigation is necessary. 
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F f !.pr miocies wMcli give rise to varieties with soluble yellow sap 
case oi othu and Althaea rosea, we must suppose 

pigniontb, sue 1 as _ similar to that in AnlirrUnum, that is 

SI ...PP— »e fon.«ion of . 

love highly ootatod fioTone.' Eooe.tch upon those pomts is much 

While »e ettemptiug to id.utify the fancBous of the various 
“So i.Su’fls“‘™c“¥iug tie «Ly realtions in 

“ami of such a reaetiou (outride the plant) is the formarion of acetic 
acid and alcohol from ethyl acetate and water. 

ethyl acetate + water ethyl alcohol + acetic acid. 

The characteristic of a reaction of this kind is that it 
in one direction or the other until a certain equilibrium, specific to the 
reaction, is established. Any alteration in concentration of the rea^cting 
sXl;!. i. immediately followed hy reaction towards 
auain The velocity of. the reaction, moreover, may be acceleiated 
TL addition of a little hydrochloric acid, which, though it does not 
affect the final products, accelerates the process. Such a substance has 
been termed a catalyst. In the plant many reactions are known to 
be of the above tvpe, as for instance the hydrolysis of starch into sugar, 
and t sUesis of starch again from sugar. Outside the plant 
hydrolysis of starch, by purely chemical methods, would take place 
only at a high temperature. Within the plant, it occurs at ordinaiy 
LLratures with considerable rapidity, and is controlled by the enzyme 
diastase; diastase is therefore a catalyst produced by the living plant. 
The extraction of diastase and the demonstration of its hydrolytic action 
in vitro is of course a perfectly simple experiment. But the synthesis 
of starch from sugar by the same enzyme has not been carried out m 
vitro It is reasonable, however, to assume that diastase controls 
the' process in both directions, for there are other cases where 
the synthetic power of enzymes has been demonstrated m vitro 
under special conditions. It is nevertheless possible that in some 
. cases one enzyme may control the synthetic, and another the hydrolytic 
process. Diastase is moreover only one example; numbers of plant 
. reactions concerned with oxidation, pigment formation, hydrolysis of 
proteins, glucosides, fats, Gtolf re ^own to be controlled by enzymes. 

' 'fljr'j I 1 ‘ -ji J (i'll’ 4 ^ ^ ' 


ANTMOOYANINS AND QmETWS 


211 

Bearing in miiid then the reversible nature of many reactions in 
the plant, we may suppose, assuming the factors to represent the power 
to bring about plant reactions, two possibilities; when a factor is 
lost, the reaction it represents may not take place at all ; or it may 
take place, from lack of control, in the opposite direction from the 
normal 

Thus it would be possible to regard the ivory factor, I, as a reducing 
agent, since luteolin is more highly oxidised than apigenin. When 
the control of the reducing agent is removed from the epidermis, the 
oxidising action can progress and luteolin is formed. The explanation, 
however, may rest upon a more fundamental basis; the structure of 
the living molecule in the ivory and yellow plants may be different, 
so that one casts off, or synthesises, a different type of ffavone or acid 
from the other. 

We may next turn to the factors concerned with anthocyanin forma- 
tion. There are three groups of factors to be considered: 

(a) Those concerned with the actual formation of pigment. 

(&) Those controlling the amount, formed. 

(c) Those modifying the colour of the pigment after it is formed. 

From results obtained with Laihyrus and Maithiola, it appears that 
two factors, which have been termed C and R, are necessary for the 
process of anthocyanin formation. ' The question before us is — what 
reactions of the process do C and R control? It has been suggested 
that they represent ^respectively a chromogen, C, and an oxidase or 
oxidising enzyme, R. The recent work of Willstatter on anthocyanin, 
coupled with the results from Antirrhinum, makes it practically certain 
that the anthocyanins are derived from flavones. The flavones there- 
fore are the chromogens of anthocyanin. In Antirrhmum it is clear 
that the ivory variety carries the chromogen, C, and the white variety, 
a factor R — it is only necessary to postulate one in tins case — for 
the production of anthocyanin. 

With regard to Lathyms and Matthiola, in the absen.ce of exact 
chemical investigation, we can only make the following surmises. The 
two whites which produce colour must differ in some respect; one may 
contain the chromogen, C, the other the colour producer, 11 ; or both 
may contain chromogen, and some other unknown factor in addition 
to R may be involved in colour formation. We can deduce very little 
from the facts observed. Both the whites (which when mated give 
colour) contain a ffavone or flavones,. for both turn yellow with alkalies, 
but this need not necessarily imply that both contain the chromogen, 



M.y ta mo,c *•^7,*^™'- InTSt-t 
know until the flavones are isolated and analysed 
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found that in Primuh flowers .where colour is inhibited, the oxidase 
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to be one of reduction of a flavone, accompanied by a change of linking 
of atoms in tie molecule, wMcIx leads to change of colour. If this 
should be the case, then the R factor' 'is a' reducing agent. We now 
await further evidence, and from the preceding paragraphs it slioiild 
be obvious that the only method of ascertaining the actual relationships 
betw-een flavones and anthoeyanins, and incidentally the nature of the 
R factor, is to isolate and analyse both these substances from a consider- 
able number of selected species. 

Let us now turn to the factors controlling the amount of pigment 
formed. These are the deepening (or full-colour) and diluting factors, 
and they appear to work for the maintenance of an iiiteinnediate type. 
As a rule, loss of the full-colour factor from the type gives a tinged 
variety in which little pigment is formed; loss of a diluting factor from 
the type gives a deeper variety in which excess of pigment is formed. 
For the defining of the chemical nature of these factors we have at 
present no experimental basis. The full-colour factor may control and 
increase the actual supply of chromogen, and hence may increase the 
production of pigment. A second suggestion can be made in connection 
with the glucoside hypothesis mentioned in the previous chapters. 
In this hypothesis the idea is that some of the hydroxy! groups of the 
flavones are combined with sugar, so that the pigment is a glucoside, 
and it is not until the sugar is split of! by a glucoside-splitting enzyme 
that the reactions which change the chromogen (flavone) to pigment 
can take place through the vulnerable points of the hydroxyl groups. 
The control of the amount of free chromogen, and lienee pigment, 
may well be in the power of such enzymes. Or, again, the full-colour 
factor, in the form of a kind of activator, may increase the oxidation 
power of the €>xidase. 

As regards the diluting factor, it seems not unreasonable to suppose 
that it is in nature the converse of the full-colour factor; that is, it 
may limit the hydrolysis of the glucoside, or the oxidising action of 
the oxidase. But, as we have said, speculation, unless it is in the 
direction of suggesting lines for research, is not very profitable. An 
estimation, for instance, of sugar and glucoside content of varieties 
with different intensities of pigment might lead to some conclusive 
results/,!. , , y ‘ 'A 

Finally, we turn to the factors which modify the colour of the pigment 
when it is formed. The view is prevalent among botanists in general, 
as vrell as among many of those who have worked with anthocyanin, 
that the variation in colour of anthocyanin,. i.e. the shade of red, blue, 


-i’ ' '/f '(Vi- 


214 


ANTHOCYANINS AND GENETICS 


or purple, as the case may be, is determined by the nature of the accom- 
panying substances in the cell-sap. This idea is further corroborated 
by the fact that anthocyanin outside the cell is modified in colour 
by acids, alkalies and inorganic and organic salts of various kinds. 
When we see in one and the same flower a number of shades of red 
and purple, or red and blue, it is difficult to avoid accepting this explana- 
tion, especially as we know that various products of metabolism, such 
as organic acids, are produced locally. 

This point of view has been recently advocated by Willstatter. 
As a result of his researches on the anthocyanin of the Cornflower, he 
maintains that the blue flower pigment is the potassium salt of a neutral 
purple pigment (itself an acid), and the red pigment is an acid salt of 
the purple, with some organic acid. If all three pigments are present 
in one flower, we must suppose that the blue cells have alkaline contents, 
the purple, neutral, and the red, acid. That the pigment of a plant 
may be modified in colour in different regions of the plant according 
to the chief organic and inorganic substances present in the cells, seems 
reasonable, but the difficulty lies in finding some explanation for the 
existence of red and blue varieties. Thus, for instance, Willstatter 
maintains that the pigments of the blue Cornflower, the magenta 
Rosa galUea and the red fruits of the Cranberry are one and the same 
substance. If so, its colour must be modified by other substances in 
the cell-sap. But in the Cornflower there is the blue type, having blue 
outer and purple inner florets; there is a variety in which the outer 
florets are bright pink ; another in which they are purple-red. According 
to Willstatter, in the ray floret cells of the type, the cell-sap is alkaline ; 
in the pink variety, acid, and in the purple, neutral. How can this be 
expressed in Mendelian terms? We must imagine that# the blue type 
loses some factors which either inhibit acidity, or produce alkalinity. 
These are the blueing factors;, let them be etc. Loss of these 

will give rise to the purplish-red and pink varieties. Without further 
evidence, such as would be derived from analysis of the pigments 
extracted from the purple and pink varieties (which has not so far been 
accomplished), it is difficult to arrive at, any satisfactory explanation. 
But even if the above hypothesis fits the case of Centaur ea, it can 
scarcely be adapted to the case of Antirrhinum. In this genus, there 
are two forms of anthocyanin, a red and a bluish-red, or magenta. 
There is certainly no evidence at present for regarding the magenta 
as the potassium, or alkaline salt^ of the red, nor for considering the 
red to be the, a6id salt of the magenta. 
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The suggestions wliicli tlie author has made from tinuB to time are 
firsts that the blues and purples 'are more oxidised conditions of the 
redsj and secondly, that the blues 'and 'purples may be formed b}'' the 
condensation of the red with some other aromatic substances i}}, the 
cell. The hypothesis of further oxidation, though possi])le, has as yet 
no definite evidence in its favour, and would involve the postulation 
of a second oxidase in addition to the R factor. The condensation 
hypothesis is perhaps more probable; in this casc3 the blueing factors 
Bj, and Bg would be the power to form the substances with which 
condensation takes place. It will be necessary also that any liypothesis 
for the blueing factors should explain the difference betw'een recessive 
blues, like those of Primula, CinemHa, and AnagalMs, which, are recessive 
to red or purple, and dominant blues, like those of Cenlaurea and Cam- 
panula, which are dominant to red, pink and purple. 

The identification of liiteolin in the yello'w variety of AntifrJdmmh 
has made clear the difference between crimson and magejita in that 
species. Crimson is, in fact, magenta pigment mixed with the yellow 
luteolin, wiereas in the magenta type the mixture is with apigenin 
only which does not affect the colour. The same explanation can 
probably be applied to the crimson and magenta series in AlfJiasa rose/i, 
Bianthus Caryophyllus and Dahlia vanahilis in which both ivory, and 
a yellow variety with soluble pigment,,, appear. The same range of 
colour, it is true, is found in Primula sinensis and Bianthus barbafus, 
and in these there is no soluble yellow pigment; hence the difference 
between magenta and crimson in these latter species cannot be ex])lained 
on the ground of mixture of pigments. 

The most reasonable interpretation of the blueing factors at the 
moment seems to be to regard local differences of colour in the flower 
as due to local presence of various organic substances ; this may explain 
also the change of colour with age in the same flower {Myosotis), But 
the change of the pigment of the whole plant from magenta, for instance, 
to red' in Antirrhimm., and from bluC to pink^ as in Cenlaurea, is likely 
to be something more fundamental : than change in alkalinity and 
acidity of the cell-sap^. , : , 

Another line of speculation is openM out by some further results 
obtained by Willstatter. He notes a , fact, which indeed had been 
noted before, that the blue pigment of the Cornflower is unstable in 
water solution. The colour disappears fairly rapidly, and a colourless 
solution is left. This he explains on the hypothesis of the formation 
' , '.'f ^ 1 Je© Appeadix._ V ' ^ 
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of a colourless isomer of the pigment. If, however, a neutral salt, 
such as sodium nitrate or chloride, is added to the solution of the blue 
pigment, the latter remains stable, and the isomerisation does not 
take place, or at any rate takes place in a lesser degree. The neutral 
purple pigment, too, isomerises in solution; also the red acid salt, 
unless the acidity of the solution is maintained. The colour returns 
again, on acidification, to a colourless solution containing the isomer. 
It has been suggested recently by Schiemann (262) that in these 
reactions lies the explanation of the ‘dominant white' phenomenon, 
and one may add also the phenomenon of pigmented plants with 
white flowers. The pigment is supposed to be present, though 
inhibited, in these varieties. Applying Willstatter’s results we may 
consider the pigment to be developed in the flower as the isomer, and 
that lack of salts in solution in the celhsap, or diminution in acidity 
of the cell-sap, prevents the pigment from existing in its coloured 
state. This may possibly be the cause also of the lack of colour in 
tinged forms, and increase in concentration of the neutral salts in the 
cell-sap may increase the intensity of the colour. But it is difficult 
^ to conceive of any factor, or process, which would lead to this result. 
It has been observed that treating tissues with concentrated acid may 
bring about development of red colour. There is no real evidence in 
this case that the reddening is due to anthocyanin ; yet the fact is signi- 
ficant, and it may indicate that the isomer is present in the tissues, 
and that acidification will cause isomerisation to the coloured form. 

The bearing of the chemical interpretation of colour factors on the 
phenomenon of striping is worth a brief consideration. The curious 
limitation of the condition of striping to certain factors is well exem- 
plified in Antirrhinum, In this species we never find, apparently, 
striping of yellow or ivory on a white ground ; nor do we find striping 
in the red anthocyanin. The magenta anthocyanin may show stripes, 
though not in the tinged varieties, but only when the full-colour factor 
is present (see p. 159), 

Much of what has been said in this section is purely speculative; 
it may however be of value in suggesting material and openings for the 
additional research which is much needed to place the whole subject 
on a sound basis. As we have seen, very, little is known of the causes 
and mechanism of colour varia^on. Yet we can recognise, among 
the factors concerned, three types iyi;!) those which control the forma- 
definite, factor of AMirrUnum,^ 

(2) those which modify m formed, as the | aild' 
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R factors, and (3) those which intensify or diminish a reaction, such 
as colour-formation, which is already in being in the plant, as for 
instance the De and Di factors of Lathyrns, 

It is worthy of note that of all factors it is more often the actual 
colour-producing factor which gives rise to a heterozygous form; apart 
from Mirahilis, the factor for chromogen is unaffected by the hetero- 
zygous condition, and the same can be said for the factors for concen- 
tration and dilution* When we learn more of the reactions taking 
place, we may find that this point has some considerable significance* 
Though we now know something of the material to be employed 
for research and the methods to be adopted for finding out the cause 
of colour variation, we cannot add very much to the excellent account 
and statements by Hopkirk (428) in his Flora Anosmia published in 
1817. ‘^An astonishing number,” he says, varieties of colour 
and its difierent combinations, have been produced in flowers, especially 
in the Pink, Carnation, Hyacinth, Anemone, Ranunculus, and Tulip/ 

‘and while they break 

On the charm’d eye, th’ exulting Florist marks 
With secret pride the wonders of his hand.’ 

‘‘The causes of these variations in colour, are at present unknown, 
some peculiar circumstances in the soil, or the different combinations 
with oxygen, with acids, or with alkalies,, may tend to produce them, 
but we often find that in the same soil, and under the same manage- 
ment, one plant always retains its colour, whilst another will most 
readily acquire a new one.” 

We can however say now that the soil does not bring about genetical 
variation in flower-colour. In the case of Hydrangea, no doubt, the 
colour is modified by the iron and aluminium salts absorbed by the 
plant, and the same kind of phenomenon may happen in a lesser degree 
in other plants. But a continual supply of salts is needed to keep 
up the variation; failing this, the red colour returns; nor does the 
plant transmit this acquired character of blueness to its offspring. 


APPENDIX 


Since the previous chapters were written, further work has been 
published by Willstatter, Bolton, Mallison, Martin, Mieg, Nolan, 
Zechmeister and Zollinger on the anthocyanins. These publications 
give, in the main, more detailed accounts of the isolation and properties 
of the pigments already mentioned in Chapter v. The following is 
a short summary of the additional methods of preparation contained 
in. the later papers. 

The flower-pigment of Rosa gallica (Willstatter & Nolan, 643), 
This pigment was found to be identical with the cyanin of the Corn- 
flower. The dried and powdered petals are digested with methyl- 
alcohol-hydrochloric acid (2*5 %). From the extract the colouring 
matter is precipitated with ether, and the precipitate contains, impure 
cyanin chloride. After purification, the crystalline product was found 
on analysis to yield cyanidin and two molecules of dextrose. 

The pigment from.' the fruits of the Cranberry ^ Vacciniiim Vitis-idaea 
(Willstatter & Mallison, 638). The skins of the berries are digested with 
glacial acetic acid for several days, and the extract precipitated with 
ether. The crude precipitate is again taken up in glacial acetic, and 
fractionally precipitated with ether; the second fraction is dissolved 
in water and picric acid added. A precipitate of the picrate of the 
pigment is formed which is extracted with methyl alcohol, reprecipitated 
by ether, and finally crystallised from water. Analysis proved the 
pigment, idaem, as previously stated,, to be a monogalactoside of 
cyanidin. The picrate is converted into the chloride by treatment 
with methyl-alcohol-hydrochloric acid. The difference in the attached 
sugar molecule, i.e. galactose instead of glucose, causes idaein to differ 
in properties (solubilities and behaviour with alkalies) from cyanin. 

The flower-pigment of Pelargonium (Willstatter & Bolton, 637). 
The fresh flowers are digested for several days with alcohol (96%), 
and to the extract alcohol-hydrochloric acid (20 %) is added together 
with ether. The precipitate of pigment is dissolved in boiling methyl- 
alcohol-hydrochloric acid (2 %), and , to the solution hydrochloric acid 
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(10 %) is added, and the pelargonin chloride is precipitated. The 
crystallised product gives, on hydrolysis with hydrochloric acid, as 
previously mentioned, pelargonidin and two molecules of dextrose. 

The flower-figment of Delphinium (Willstatter & Mieg, 641). The 
dried and powdered flowers are extracted with aqueous alcoholic hydro- 
chloric acid. To the extract ether is added, thereby precipitating 
impure delphinin chloride, which is then purified by further treatment 
with methyl and ethyl alcohols and ether. The amorphous delphinin. 
chloride is finally again precipitated by concentrated hydrochloric 
acid, and it does not readily crystallise. It is hydrolysed by water 
with the precipitation of the violet base. With hot, moderately con- 
centrated hydrochloric acid it is hydrolysed into two molecules of 
dextrose, two molecules of ;p-oxybenzoic acid, and delpliinidin chloride. 

The figment of grajm (Willstatter & Zollinger, 646). The method 
of extraction in general has'already been described (p. 77). Oenidin 
contains two methoxyl groups, and is converted into delpliinidin by 
hydriodic acid and acetic anhydride. 

The figment from fniils of the Bilberry, Vaccinium Myrtillus (Will- 
statter & Zollinger, 645). The general method of extraction has been 
described (p. 77). Myrtillin, on hydrolysis, gives myrtillidin and a 
sugar which apparently has not yet been identified. Myrtillidin 
contains only one methoxyl group, and gives delphinidin in the Zeisel 
reaction. 

The flower-figment of the Hollyhock, Althaea rosea (Willstatter & 
Martin, 640). The dried and powdered flowers are digested with 
methyl-alcohol-hydrochloric acid, and ether is added to the extract, 
which precipitates the pigment — althaein—as chloride. The methods 
for purification of the crude product have not yet been devised. On 
hydrolysis with boiling, ipoderately concentrated hydrochloric acid 
althaein yields myrtillidin and one molecule of (?) dextrose. 

The flower-figment of the Mallow, Malva sylvestris (WTIlstatter & 
Mieg, 642). The dried and powdered flowers are digested with methyl- 
alcohol-hydrochloric acid (2 %) and about volume of con- 

centrated hydrochloric acid, and the extract is precipitated with ether. 
The* precipitate, after some purification, is warmed with aqueous picric 
acid (1-5 %). The pigment — maivin— crystallises out as picrate, and 
is converted into chloride by treatment with methyl -alcohol-hydro- 
chloric acid. Maivin yields, on hydrolysis with boiling 20 % hydrochloric 
acid, malvidin and two molecules of dextrose; it contains two methoxyl 
groups, and yields delphinidin in the Zeisel reaction. 
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Composition 

Components 
Crystallisation ... 

Colour in dilute acid ... 

Solubility in water and 
alcohols 

Beaction with soda 
Reaction with FeCIg ... 

Isomerisation 

Pseudobase 


Composition 

Components 

Crystallisation 

Colour in dilute acid 

Solubility in water and 
alcohols 

Beaction with soda 
Beaction with PeCls ... 

Isomerisation 


Cyanin 

Oa-HaiOieCi . 2JH2O; 

I mol. HrtO given off in 
vac. at 105"' 

CjisHnOeOl + 2 glucose 

Bhomboidal plates (grey 
violet); m.p. 203-204° 

Bed tinged violet 

Almost insol. in cold 
water ; readily in hot ; 
V. difficultly sol. in, 
alcohol 

Violet, then blue 

Blue (in alcohol) ; violet . 
(in water) 

Readily isomerises 


Ocnidin 

J mol. water given off 
first in vac. at 100 ° 


Prisms or needles (brown) 


Brown-red 

Readily sol. in water; 
V. readily sol. in methyl 
and ethyl alcohols 

Violet 
No reaction 


Cyanidin 

CisHijOgCl . HgO; water 
given oft’ wdth difficulty 


Long needles (brown-red) 
or platelets; m.p. 220° 

Bed tinged violet 

InsoL in water ; v, readily 
sol, in alcohols 


Violet, then blue 

Blue (in alcohol); violet 
(in dil. alcohol) 

CjgHjgO, . HgO, crystal- 
line 

Malvin 

C2 AA7CI . SHgO 
water-free in desiccator 

^ 17^150701 + 2 glucose 

Long prisms and needles 
(purple-red) ; M.p. 165° 

Blue-red 

Difficultly sol. in water; 
readily sol. in methyl 
alcohol; less in ethyl 
alcohol 

Blue 

No reaction 

Readily isomerises 


Delphinin 

CwHasOaiCl . i2H20; 

2 H 2 O held fast 


OisHijO^Cl + 2 glucose 
- 1 - 2 ^ 9 -oxy benzoic acid 

Prismatic tables (bluish- 
red); M.p. 200-203° 

Blue-red 

Decomposed by water 
with pptn. of violet 
base ; difficultly sol. 
abs. alcohol; sol. in 
methyl alcohol 

Violet, then blue 

Blue (in water and alcohol) 

Does not isomerise 


Malvidin 

C17H15O7CI . 2H2O; 

1 moi. water given off 
with difficulty 

Jjong prisms and needles 
(oiivo-brown) ; does not 
melt at 300° 

Brown-red 

Considerably sol. in water; 
readily in ethyl alcohol; 
difficultly in methyl 
alcohol 

Violet, then blue 

No reaction 


APPENDIX 


221 


Beipliinidin 


Pelargoiiin 


0 i 5 HiACi. 2 H,O; half C,,H3A5CK 
water given off with 
difficulty 

— OjsHjiOsCl + 2 glucose 


Pclargonidio 

GisHjiOqCI . HgO ; water 
given off with difficulty 


hMyO ; becomy^G and 
free from water i: almost 
cator desic- 

Gi7Hii^ 050I -f i glucose 


Platelets or prisms (red- 
brown); do not melt 

Blue-red 

Kcadily soL in alcohol 
and water 


Violet, then blue 

Blue (in alcohol); blue- 
violet (in dil. alcohol) 

CisHiaOg . 4HaO crystal- 
line 


Myrtillidin 
C16A3O7CI . 2H3O 


Needles or prisms (yellow- 
brown) 

Brown-red 

Considerably sol. in water ; 
V, readily sol. in ethyl 
and methyl alcohols 

Violet, then blue 

Blue (in alcohol); violet 
(on dilution) 


Fme needles (scarlet-red). 
M.p. 180 ® 

Orange-red ; fluorescent 

b’omewhat sol. in water; 
sol, in methyl and ethyl 
alcohols, less in latter 


Only violet 
No reaction 

Readily isomorises 


Paeonin 

GasHssOiflCLSHaO; water 
given off completely in 
desiccator 


Needles (red-violet) ; 
M.P. 165 ® 

Red, tinged violet 

V. readily sol. in water; 
considerably sol. in 
alcohol 

Violet, then blue 

Violet (in alcohol) ; violet- 
red (on dilution) 

Rapidly isomerises 


Platelets or prisms (red- 
browm) 

Orange-rod 

Readily sol. in hot water; 
readily sol. in metiiyi 
and ethyl alcohols 

Violet, then blue 
No reaction 

crystalline 


Paeonidin 

OjgHjgOgCl • PXtjO ; water 
given off in desiccator 


Long needles (reddish- 
brown) 


Rather readily sol. in 
water;, v. readily sol. 
in alcohol 

Violet, then blue 
Violet-red (in alcohol) 


Prisms (brown-red) 

Readily soL in water and 
methyl alcohol ; mod- 
erately soL in ethyl 
alcohol 

Blue-violet 

No reaction (in water) 

Readily isomerises 
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flowei'-pHjhient of ilm Peony, Pa,eonia (Wilistatter & Nolan, (544). 
dried and. powdered flowers are digested with methjd-alcohol- 
ydrochloric acid (2 %), a.nd the extract precipitated with ether. The 
crude pigment is purified by various processes, and finally crystallised 
{i>s the chloride from boiling N/2 hydrochloric acid. Paeonin, on hydro- 
lysis by boiling with 20 % hydrochloric acid, yields paeonidin and two 
molecules of dextrose. Paeonidin is a mono-methyl ether of cj^aiiidiii, 
and is converted into the latter on treatment with, hydriodic acid. 

Some of the properties of the above anthocyanins are set out in the 
accompanying table (see pp. 220, 221), but the original papers should 
be consulted for fuller details. 

In a further publication (Wilistatter & Zechmeister, 628), Will- 
statter describes the preparation of synthetic pelargonidin. The 
synthesis is carried out first by the action of 3:5: 7-trimethoxy- 
coumarin and magnesium anisyl bromide. The resultant product is 
next treated with hydrochloric acid which gives anisyltrimethoxy- 
pyryliumcliloride : 

Cl 



The product is then demethylated, and finally the iodide is con- 
verted into the chloride. The compound obtained, oxyphenyhtrioxy- 
benzopyryliiimchloride, is shown to be identical with the chloride of 
pelargonidin by analyses, crystalline form, absorption spectra, solu- 
bilities and qualitative reactions. This result, though it determines 
the constitutional formula for pelargonidin, does not unfortunately 
give any clue to the course of synthesis in the plant. 

Some of the most important of these later results are those con- 
cerned with the isolation and analysis of flower-pigments of different 
colour- varieties of certain plants (Wilistatter and Mallison, 639). 
Briefly the genera and species examined are: 

Centaurea Gyanus. The dark purple-red variety contains neutral 
cyanin, and the blue type the potassium salt of cyanin as previously 
stated. But the pink variety was found to contain pelargonin identical 
with the pigment of the scarlet Pelargonium. 
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Fekmjo)hlum.. The pigment of the scarlet I\ zonule, yut, ' Meteor/ 
is pelargoniii as previously stated; so also is that of the biuisii-piiik 
P, pellatimi. But a violet-red variety of P. zonale was found to contain 
cyanin, chiefly, accompanied by a little pelargonin. This is the first 
case which has arisen of a flower containing two aiithocyajiins. 

Dahlia, The deep brown-red double (Cactus) varieties, M* IL 
Jackson/ 'Harold/ 'Matchless/ 'Night' and 'Othello' form cyanin : 
the scarlet-red varieties 'Rakete' and ' Alt-Heidelberg/ pelargonin. 


Pelargonin, together with a little cyanin probably, was also found in 
a dark-violet variety. 

Delphinkmi. The violet variety contains delphiniii ; the blue type 
the potassium salt of delphinin. 

We may now set out the distribution of the anthocyanins^ as far 
as they are known, as follows: 


Pelargonidin 

Pelargonin = digliicoside of pelargonidin. 


Flowers of scarlet Pelargoniivm zonale ... 

„ violet-red var. of P. zonale 

,, bluish-pink P. peltatum 

,, scarlet-red var. of Dahlia ... 

,, dark violet var, of Dahlia 

,, pink var. of Centaur ea Cyanus 


Pelargonin as an acid (tartaric) 
oxoniuni salt 

Pelargonin (together with cya- 
nin) 

Pelargonin 

Pelargonin 

Pelargonin (together with (?) 

cyanin) 

Pelarffonin 


Cyanidin C15H10O5. 

Cyanin = diglucoside of cyanidin. 


Flowers of violet-red var. of Oentavrea Oyanus 

„ blue type of C, Oyanus 

„ brown-red var. of Dahlia ... 

,, magenta Rosa gallica ... i.. 

,, violet-red var, of Pelargo7iium zonale 

„ (?) magenta Paeonia 

Fruits (red) of Vaccimam Vitis4daea ... ,, 


Cyanin 

Potassium salt of cyanin 
Cyanin 

Cyanin (with pelargonin) 
I^aeonin = diglucoside of paeoni- 
din which is a monomethyl 
ether of cyanidin 
Idaem=monogalactoside of cya- 
nidin 


1 It should be borne in mind that all data given below depend upon the analyses of 
the oxonium salts of the pigments and not of the pigments themselves. 
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DcIpMnidin . 

Delpliiniti ™ diglucoside of delphinidiii + ^ mols. of j^;~oxybeiizoic acid. 


Flowers of purple var* of DeljMnmm ... 

„ blue type of „ 

.Fruits (puj’ple) of Vifls tnnijera 


Mowers of reddish-purple Malm sylveatris 


Fruits (purple) of Vmdniimi Myrtlllus 


Flowers ( ? purple) of Althaea rosea 


Dolphin in 

Potassium salt of dclphinin 

Oenin = inonoghicoside of 
oenidin which is the 3 : 4- 
dimethyl ether of delphi- 
nidin 

Malvin = diglucoside of malvi- 
din which is a dimethyl 
ether of delphinidin and is 
isomeric with oenidin 

MyrtiiIin=giucoside ( ? sugar) of 
myrtillidin “whieh is the 
7 -monomethyl ether of del- 
phinidin 

Althaein=monogiucoside( ?dex- 
trose) of myrtillidin 


From the data given above certain conclusions can be drawn. First, 
that the purple anthocyanidins, delphinidin and cyanidin, contain more 
oxygen than the redder pelargonidin, and this is in accordance with 
the hypothesis originally suggested by the author (212, 217). Moreover, 
when a purple type gives rise to a red variety, the variety may contain 
a less oxidised anthocyanin, and not necessarily the acid salt of the 
pigment of the purple type, as in Oentaurea and Dahlia, of which the 
purple variety contains cyanin, and the red pelargonin. This is again 
in agreement with the author’s original views. Secondly, the evidence 
at present seems to point to the fact that variation may also be due to 
the effect of other substances in the cell-sap, as for instance in Delphinium 
and Centaurea, of which the blue type contains the alkaline salt of the 
pigment of the purple variety. Willstatter is of the opinion that varia- 
tion in flower-colour largely depends on the presence of these other 
substances, acids, alkalies, salts, etc., in the cell-sap. For instance, 
he says, the scarlet Pelargonium contains an acid salt of pelargonin, 
but in the flowers of the bluish-pink P. peltatum and in the pink Cen- 
taurea the pelargonin is probably in either an acid-free or basic form. 
This view is supported by the fact that artificial basic salts of pelargonin 
can be formed : 

(^27^3101501)^ + O27H3QO15 . 

In the flowers also of the variety/ Alt-Heidelberg’, of the Dahlia 
the florets vary from scarlet to* violet, and yet pelargonin only is present. 

A third point to be considered ia that a flower may contain two 
anthocyanins simultaneously as in the violet-red variety of Pelargonium 
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zonale, and a dark-violet variety of Ddhlkif both of which contain 
pelargonin and cyanin. In such cases variation might be due to the 
loss of either pigment. 

It is important to keep in mind two considerations in connection 
with colour-variation. On the one hand, the same antliocyaiiin may 
be present in several species, but may not give the same colour owing 
to the presence in the cell-sap of other substances which are |>eculiar 
to the respective species, and which may enter into combination with 
the pigment to form various ghicosides, salts, etc. On the other hand, 
there are the changes in colour in the Mendelian varieties of a species, 
and these may be due to the formation of different pigments from 
that in the type : or to the formation of one pigment only, should the 
type contain two: or to the modification of the pigment of the type 
owing to loss or gain of some other substance in the cell-sap. 

Willstatter has also shown by analyses that the amount of pigment 
in flowers of different shades and colours may vary. The following 
are some of his results expressed as percentages of dry weight of flowers : 


Blue Oentaima Cyanus 

Cyanin 

0-7 % 

Deep purple Centaurea Cyanus ... 

13-14% 

Rosa galUca 

2% 

Dark red Dahlia 

20% 


Pelargonin 

Pelargonium peltatum 

1% 

P. zonale 

6-14 % 

Scarlet DaMm 

CO 

1 

Pink Centaurea ... , 

4% 

Paeonia ... 

Paeonin 

3-3-5 % 


Malvin 

Malva sylvestris ... ... 

6-4% 

phenomena in colour-variation still 

remain unexplained. 


One of the most striking anomalies is the absence of blue from soma ' 
genera, for example , If Rosa gallim and purple Centaurea Oyanus * 
both contain the, same anthocyanin, if is difficult to imagine why Rosa 
should not give a blue derivafive. Since, in Willstatter’s opinion, 
potassium replaces one of the hydroxyls of the anthocyanin molecule 

15 - 


w. p. 
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in the blue compound,, it might be possible to explain the non-appearance 
of a blue derivative of some aiithocyanins on the assumption that all 
available h}^droxyls are replaced by sugar or methoxyl groups. But 
to the case of Rosa, apparently^ this suggestion cannot be applied. 
Equally difficult is an explanation for the occurrence of the soluble 
yellow variety in Dahlia mridbilis, when from Oentaurea Gya^ms it is 
absent : for both these species are capable of forming the same antho- 
eyanins, cyanin and pelargonin. At one period of investigation it 
seemed as if the whole range of colour-variation in a species might 
depend upon the molecular structure and chemical potentialities of 
the initial chromogen or flavone. But it now seems possible that the 
explanation of difference in colour-range may be found to lie in the 
difference in type of the oxybenzoic acids formed in variation by the 
genus or species in question. From some oxybenzoic acids certain 
anthocyanins and flavones will be synthesised, from others, a totally, 
or partially,, different set of anthocyanins and flavones. So that the 
possible extension of the colour-series may depend rather upon these 
types of oxybenzoic acids than upon the subsequent inter-relationships 
between the products synthesised — flavones and anthocyanins. 


BIBLIOGRAPHY 


It seemed advisable to classify, to some extent, tlie list of pubiications 
in the Bibliography in order to help the reader, should he require infor- 
mation upon certain branches of the subject. In several cases where 
publications deal with anthocyanin from more than one aspect, there 
has been some diflS.culty in classification. When this was so, a decision 
has been made in favour of the point of view, physiological, chemical, 
etc., to which most prominence has been given in the publication in 
question. In each class of the Bibliography, the publications are 
arranged chronologically, and, within the year, in the alphabetical order 
of the authors’ names. In this way the arrangement gives information 
as to the development of the subject along some of the main lines of 
investigation. 

The classes selected are: 

1. General work on anthocyanins. 

2. Distribution of anthocyanins. 

3. Natural occurrence of solid and crystalline anthocyanins. 

4. Chemistry of anthocyanins. 

5. Factors and conditions influencing the formation of antho- 

cyanins. 

6. Physiological significance of anthocyanins. 

7. Biological significance of anthocyanins. 

8. Anthocyanins and genetics. 

9. Unclassified references. 

The title, etc., of each paper is accompanied by a short descriptive 
notice which should not be regarded as a summary of results, but 
rather as an indication of the nature of the contents. Since many of 
the shorter and less important publications are not mentioned in the 
text, they frequently receive in proportion more attention in the Biblio- 
graphy. On the other hand, the lohge^r and more important publications 
are nsually referred to in detail in the text; in all cases references 
are given to the text pages. , ^ 
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BIBLIOGEAPHY 


The abbreviations for journals, etc,, are those used' in the Inter- 
national Catalogue of Scientific Literature. Publications marked 
are those to which direct access has not been possible; the notice is 
then taken from a summary or other reference if such has been available. 

The publications are numbered 1-645, When referencs ts made in 
the text to am/ publiGation, the number of the publication is quoted. Under 
the name also of every author in the General Index, ivill be found the number 
or numbers nf erring to his publications. 


GENERAL WORK ON ANTHOCYANINS 


1. 1682. Grew* N., The Armtomy of Plants, with an Idea of d 

Philosophical Blistory of Plants, and several other Lectures, 
read before the Royal Society, London, 1682. 

General consideration of the colours of plants and views 
as to their origin. InvevStigations upon yellow, green, red 
and blue' pigments, as regards solubilities and reactions 
to acids and alkalies, are described. pp. 2, 47, 

2. 1799. SeneMer, J., Physiologie vegetale, Geneve, 1799, T. v, 

pp. 53-77. 

A chapter is devoted to the colours of flow^ers and other 
parts of plants. Mention is made of the solubilities of 
pigments, their reactions towards acids and alkalies, and 
the influence of light and air on their formation. 

3. 1 828. Macaire-Princep, ‘M4moire sur la coloration automnale 

des feuilles,’ Mem. Soe. Phys,, Geneve, 1828, iv, pp. 43-53. 

A general account of autumnal coloration and its con- 
nection wdth light and gaseous exchange in leaves. A 
special hypothesis is formulated, viz., that red pigments 
are oxidation products of choropliyll. pp. 

4. 1 833. *0andoile, A. P. de, Pfianzenphysiologie oder Darstellung 

der Lebenskrdfte und Lebensverrichtungen der Gewdehse, 
Uebersetzt von I. Boper, Stuttgart und Tiibingon, 1833- 
1835. 

Localisation of red pigment and its appearance in 
different parts of plants. Vegetative pigments classified 
into two series, xanthic and cyanic. 

5. 1835. *Marguartj L. Cl., Die Parben der Bluthen, Eine 

chemisch-physiologische AhhariMung, Bonn, 1835. 

The term anthooyanin is fet used for . the red, violet 
‘ and blue pigments of flowers, and the view is brought 
forward that it is formed by the dehydration of chloro- 
phyll. To the pigment, of yellow flowers the name antho- 


Page of text 
on whicli 
reference 
is made 


104, 203 


89,404 


$ 7 , WB 
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Page.'Of teit 
on which 
roference 
is Jiiaile 

6. 1837. Meyen,P. J.F.. Neues System der Pflanzen-^Physiohrf ie^ 

Berlin, 1887, Bd i, pp. ‘181~-189, Bd ii, pp. 428-464. 

One section is devoted to coloured cell-sap, whieli is 
noted as the colouring matter of flowers. Another section 
is concerned with the formation of colour. — — 

Mohl, H. von, 'Untersnchimgen tiber die winterlkdEi 
Farbnng der Blatter,’ Dissertation, 1837. Ve^nmchfe 
Schrifien hotanischen Inhalts, Tiibingen, 1 845, pp. 375"-392. 

A summary of the views of previous autliors on the 
origin of anthocyanin from chlorophyll; this hypothesis 
refuted. General account of the winter reddening of 
leaves. pp. 104, 105 

8. 1838. MoM, H. von, ‘Recherches sur la coloration hibernaie 

des feuilles,’ Ann. scL nat {BoL), Paris, 1838, ser. 2, ix, 
pp. 212-235. 

A translation of the preceding paper. pp. 104, 105 

9. 1853. Martens, '^Reeherehes sur les coiileurs des y^jgtHaux,’ 

Bui. Acad, my., Bruxelles, 1853, xx (1), pp. 107-235. 

An erroneous view is held that there are only two funda- 
mental pigments, anthocyanin and anthoxanthin, and that 
these combine together to give chlorophyll, . — — 

10. 1879, Hildebrand, F,, Die Farhen der BMthen, Leipzig, 1879, 

83 pages. 

A very full account is given of the range of colour and 
colour varieties in various genera and natural orders. 
Histological distribution and effect of various factors such as 
light, temperature, soil, etc,, on the formation of pigment. — — 

11. 1884, Hansen, A., Die Farhstoffe der BlUthen mid Friichte, 

Wiirzburg, 1884, 19 pages. 

A general account, though mainly chemical, of various 
plastid and soluble pigments in plants. pp. 44, 47 

12. 1887. Wigand, A., " Die rothe und blaue Farbung von Laub 

und Frucht,’ Botanische HeftCf Forsckimgen aus dem 
hotanischen Qarten zu Marhurgi Marburg, 1887, Heft 2, 
pp. 218-243. 

. Account of the morphological and histological distri- 
bution of anthocyanin ; . the chromogen of anthocyanin 
and the factors connected .with reddening- p. 30 

13. 1888. Sewell, P., ^The polouring Matters of Leaves ‘and \ 

Flowers,’ Trans. Bot. Soc., Edinburgh, 1888, xvix (Ft 2), 
pp. 276-308. 

A short general account of plant pigments. * — — 

14'^ 1889.. 'Denhert, ‘ Anatomietmd Chemie desBIuipenbiatts,’ ' 

. \ ;‘j^o|,:'iC<^f^fi^p|,kdip^elrl889^'xxxvin, pp. 425-4Sl,465-*471, ■ ■ 
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Page of text 
on which 
reference 
is made 

An important histological account of various pigments 
found in the petals of a number of species. Also reactions 
(chemical) of pigments and their connection with tannin. 

.,pp. 30, 32, 39, 40 

15. 1896, Newbigin, M. L, 'An Attempt to classify Common 

Plant Pigments with some Observations on the Meaning 
of Colour in Plants,’ Trans, Bot, Soc,^ Edinburgh, 1896, 

XX, pp. 534-549. 

A short account is included of the physiology and 
functions of anthocyanin, and some original suggestions 
are made as to the conditions which bring about its 
formation. As regards the correlation between the 
presence of anthocyanin and the absence of chlorophyll; 
it is suggested that the protoplasm of chlorophyll -con- 
taining cells has an alkaline reaction, and this is unfavour- 
able to the formation of anthocyanin. — — 

16 . 1898. Newbigin, M. L, Colour m Nature, A Study in Biology, 

London, 1898. 

One chapter, (chap, in) is concerned with the colours 
and pigments of plants. — — 

17 1902. Busealioni, L., e Pollacci, Gr., Le antocianine e il loro 

significaio biologico nelle pianfe, Milano, 1902, 379 pages, 

A very full account of anthocyanin from every ]3oint of 
view. First part descriptive: second part experimental, 
giving results of exjieriments and observations on histo- 
logical distribution, reactions, etc., of anthocyanin. 

pp. 3, 32, 35, 38, 91 

18. 1905. Bidgood, J., ' Floral Colours and Pigments,’ J. R. Hort, 

Soc,, London, 1905, xxix, pp. 463-480. 

Many interesting observations on flower pigments with 
suggestions as to their chemical nature. General account 
of anthocyanin. pp. 10, 39, 40 

19. 1906. Oertz, 0 ., Studier dfver Anthocyan, Akademisk 

Af handling, Lund, 1906, lxxxvii+410 pages. 

A very important work on anthocyanin dealing with 
the pigment from every point of view^ The first part is a 
descriptive account of anthocyanin. The second part 
gives the results of histological examination of species 
of every natural order, as regards distribution of antho- 
cyanin. .pjp. 3, 17, 26, 28, 29, 30, 41, 52, 84, 88, 89 

20* 191 3. Haas, P., and Hill, T. G., An Introduction to the Chemis- 
try of Plant Products, luoxidioici, 

Short account of anthocyanin from the point of view 
of chemistry, physiology and genetics. 
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DISTRIBUTION OP ANTHOCYANINS 

. Page of text 

on wijicli 
refereiioe 
is m.vlo 

, 2L 1675. MalpigM 5 M,, ^najfome Ptolamm, Lod don j 1675. 

First account of the histology of coloured petals. — — 

22. 1 827. 6 uibourt et Robinet, ^Bappoi't sur la coloration des 

feuilles 4 diverges epoques de ia v<:%etation.,’ Jomnal de 
Pharmacie, Paris, 1827^ xiii, pp. 26-27. 

A short note on winter coloration of leaves/ It is 
suggested that there is a correlation between the colour 
of autumn leaves and the colour of ripe fruits in the same 
plant. — — 

23. 1830, Meyen, P. J. P., Pkytotomie, Berlin, 1830, pp. 141-143. 

One of the first accounts of the histological distribution 
of anthocyanin. The red> purple and blue colours of sterns, 
leaves, hairs and petals are stated to be due to coloured 
cell -sap, and some cases of localisation of pigment are 
mentioned. — — 

24. 1854. Chevretil/ Note sur la couleur dhin assez grand nombre 

de fieurs,’ C. B. Acad. 5ci, Paris, 1854, xxxix, pp, 213-214. 

Bemarks on composite colour in flowers and leaves. — — 

25. 1857, ChevreuI, ‘Explication de ia zone brune des feuilles du 

Geranium zonale,^ 0. B. Acad, sci.^ Paris, 1857, XLV, pp, 

397-398. 

Statement that brown colour in the leaf zone is due to 
the mixture of the complementary colours of green and red 
(anthocyanin) pigments. The two pigments can be 
extracted separately and also detected microscopically. 

The phenomenon can also be reproduced by an artificial 
blending of the same colours, — — 

26. 1858. ^Morren, E., Dusertation sur les feuilles vertes el 

colorees, envisagees specialement au point de vue des rapports 
de la chlorophylle et de Veryihrophylle, Gand, 1858. 
f, Distribution of anthocyanin in variegated leaves, p. 35 

1 860. ' Irmisch, Th., ‘IJeber einige Crassulaeeen,’ Bot. 

Leipzig, 1860, xvm, pp, 86-90 (p. 87). 

Violet and blue pigments , in root tips of species of 
Sedum^ GmUlicus^ Sempervimm and Saxifraga. p. 27 

28.’ 1861, Ohatin, Ad., ‘Bur la structure anatomique des p4tales 
compar4e k cello des femlles; une consequence physio- 
logique des f aits observes, ^ soc. bot^ Paris, 1861, 

VlH,',pp. 22-^23. /';■ 

Pigment of flowers u^u^ly present in epidermal cells 
which are prolonged into papillae. In thicker petals 
pigment more deep-seated. p. 39 
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Lowe, E. J., and Howard, W., Beautiful Leaved Plants, 

London, 1801, 144 pages, 60 figs. 

Good illustrations of pigmented (anthoeyanin) leaves 
of tropical species used as ornamental plants. 

1863, Hildetond, E., ‘ Anatomisehe Untersuchungen fiber die 
Farben der Bliithen,’ Jalirh, wiss. Bot., Beidin, 1863, iii, 
pp. 59-75. 

An important account of the pigments in flowers ; the 
form and distribution of pigments in blue, purple, red, 
orange, yellow and green parts of flow'ers. f)p. 30, 31, 32, 38, 39 

31. 1865. Jaennicke, E., ‘Ueber gefleekte Blatter,’ Bot, Ztg., 

Leipzig, 1865, xxtii, pp. 269-271. 

Reference to classes of plants wdth red, green and white 
leaves. — 

32, 1866. Kny, L., ‘Ueber Bau. tind Entwickelung der Riccien,’ 

Jahrb, iviss, Bot.^ Leipzig, 1866-1867, v, pp. 364-386. 

Record of the presence of violet pigment in Eiccia, — — 
Tieghem, Ph. van, ‘Recherches sur la structure des 
Aroid^es,’ Ann, sci, nat, {Bot), Paris, 1866, ser. 5, vi, 
pp. 72-200. 

Anthoeyanin in roots of Aroids. 

1870. *Chatin, A., De VantMre, Eecherches sur le developpe- 
ment, la structure et les fonctions de ses tissus, Paris, 1870, 
pp. 17, 22, 34, 35. 

Occurrence of anthoeyanin in anthers. 

35. 1874. *Chatin, A,, Der Naturforscher, 1874, No. 11 (Bieder- 
manns Centralhl. Agrih, Chem,, Leipzig, 1874, vi, p. 111). 

Varying localisation of anthoeyanin in the leaf at 
different ages. 

’^Sempolowski, A., Beitrdge zur Kenntniss des Banes der 
Samenschale, Inaugural -Dissertation, Leipzig, 1874, pp. 16, 

23, 38. 

Record of red pigments in testa of Lupinus and Vida 
seeds. 

1877. Eraustadt, A., ‘Anatomie der vegetativen Organe von 
Diona&a muscipula Ell..,’ Beitr, Biol, Pfianzen, Breslau, 

1877, II, pp. 27-64 (gp. 57, 60). 

Anthoeyanin in cells of root-cap of Dionaea, 

1880. *BorMs, V.» ‘Ads^-tok a leveses (hifsos) gyumolesok 
szovettani szerkezetehez (Beitrage zur histologisehen 
Struetur der saftigen (fleiscMgen) Fruchte),’ FoldmiveUsi 
1880, N<;3i* 3'l'r.44 '■ ^ ^ 

Localisation of, anthoeyanin and other pigments in 
of fruits, such ' as Berheris, Eivina, Phytulmca, 
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S9. *Klem, G., ‘A viragok szinerol (Ueber die, Farbe dor 

Bid ten),’ Nepszeru temiiszettudomanyi eld^addsoh gynjte- 
menye {8ammhmg populdr naturivissenschfifdicher Vor~ 
trdge), 1880, B^eft 21. 

A publication which treats of flower pigments and their 
distribution; colour-varieties and the significance of 
fiower-coloiirs. — — 

40. 1882. *KoscIiewnikow, D., ‘Zur Anatomie dcr corol- 

linischen Biuthenhiillen,’ Schriften der neurussiscJien 
Gesellschafi der Naturf or acker, Odessa, 1882, vxii (1), pp. 

1-199. 

Some account of the distribution of anthoeyanin in the 
corolla, petaloid calyx and perianth, p. 38 

41. Meehan, T., ‘Autumn Color of the Bartram Oak,’ Bot. 

Gaz., Indianapolis, 1882, vii, p. 10. 

Anthoeyanin in Quercus heierophylla. — — 

42. Pirotta, R,, ‘Tntorno alia produzione di radici avven- 
tizie neir Echeveria metalUca 'Lndh,'’ Aui Soe. not, 7nat,, 

Modena, 1882, ser. 3, i, pp. 73-75. 

Adventitious aerial roots, developed from the leaf bases, 
are coloured red with anthoeyanin. p. 28 

43. 1883, Ascherson, P., ‘Bemerkungen liber das Vorkommen 

gefarbtor Wurzeln bei den Pontederiaceen, Haernodoraceen 
'und einigen Cyperaceen,’ Ber, D. bot Ges., Berlin, 1883, i, 
pp. 498-502. 

List and description of genera and species in which 
pigmented red and blue roots occur, but no evidence to 
show that pigment is anthoeyanin. p. 27 

44. Hildebrand, P., ‘Ueber einige merkwiirdige Farbimgen 
von Pfianzentbeilen,’ Ber. D, hot Ges,, Berlin, 1883, i, 
pp, xxvii-xxix. 

Pigment in roots of Pontederia, Wachendorfia and fruits 
of Riidna; also in bracts pf Euphorbia fulgens. p. 27 

45. 1884. Johow, Pr,, ^Zur Biologic der floralen und extrafloralen 

Schau-Apparate,’ Jahrbuck des Koniglichen hoianischen 
Gartens und des hoianischen Museums zu Berlin, Berlin, 

1884, m, pp. 47-68. 

Descriptions of perianths, coloured calyces, bracts, 
spathes, involucres, floral axes, etc. List of ten difeent 
classes of ‘Schau-Apparate.’ — — 

40, Strashurger, E., Daa botaniseke Practicum, Jena, 1884, 

Histological distribution bf^ anthoeyanin in various 

> f|p^er; 'p^tal^.. ■ 'v, 

47. ',1 ?8.S* ' ’s^ehimpet, A. vP.' Wtf '.^^tJntersuchungen hber die Chloro- 
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phyllkorper iind die ihnen homologen Gebilde/ Jahrh. 
wiss. BoL, Berlin, 1885, xvi, pp. 1-247, 

Almost entirely an account of plastid pigments. 
References to soluble pigment in Strelifzia^ Billhergia^ 
Delphinium and Qlaucium^ 

48 . 1886. Zopf, W., ‘ Ueber die Gerbstoff- und Antliocyan- 
Behaiter der Fumariaceen und einiger anderen Pflanzen,’ 
BihL hoU> Cassel, 1886, i (2), 40 pages. 

An important histological account of anthoeyanin- 
containing sacs in Fumariaeeae, In tissues of certain 
representatives of the family, i.e. spp. of Oor^duZi.9, 
Diclytra, Fumaria and Adlumia, there are isolated cells 
which contain tannin, together with either anthocyanin 
or a yellow pigment. Underground organs contain 
yellow pigment, the organs exposed to sunlight, red. 
Light brings about the change from yellow to red. Yellow 
pigment is also con verted into red by acids. It is suggested 
that the process is not one of oxidation. pi 

49. 1887. Fintehnann, H,, ‘Betrachtungen xiber die Herbstfar- 

bung der Belaubung unsrer Wald- und im freien Lando 
ausdauernden Sehmuck-Gehdlze,’ Garten flora, Berlin, 
1887, xxxvr, pp. 635-637, 651-656. 

List of plants showing various autumnal colorations, 

50. Heinricher, E., ‘VorBufige Mittheilung iiber die 
Schlauchzellen der Fumariaceen,’ Ber. D. hot. Ges,, Berlin, 
1887, V, pp. 233-239. 

The author fails to detect tannin in the anthoeyanin- 
containing cells of the Fumariaeeae (see ISIo. 48). 

51. *Lierau, M,, Beitrdge zur Kenniniss der Wurzeln der 
Araceen,, Inaugural -Dissertation der Universitat Breslau, 
Leipzig, 1887. 

Anthocyanin formation in roots of Aroids. 

52. 1888 . ^Levi-Morenos, D., ‘Contribuzione alia conoscenza del- 

r antocianina studiata in alcuni peli vegetali,’ Atti 1st 
ven,, Venezia, 1888, vi, ser. 6. 

Note on the distribution of anthocyanin in hairs on 
radical leaves of Seahiosa arvensis and Hieradum Pilosella. 

53. 1889. Aitchison, L E. T.,' ‘The Source of Badsha or Royal 

Saiep,’ Trans, Bot Soc.^ Edinburgh, 1889, xvii, pp. 434- 

, / ■ ^ 440. : 

( ? ) Anthocyanin in roots of Allium giganteum, 

54. Claudel, L., ‘Sur les mati^res qolorantes du spermo- 
derme dans les Angiospermes/ 0. E, Acad, sc-z'., Paris, T889, 

^p. 238-24L v;„,. . , , 

Colouring matter of thq; testa occurs either in the cell- 
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Kny, L.j ‘Ueber Laubflirbungen/ Sonder-Abdrnck aus 
der Naturmssemchaftlichen Wochenschrifl^ Berlin, 3 889, 

28 pages. 

Distribution of anthocyanin in leaves. — — 

*Potom6, H., ‘ Die Verbreitung der Samen insbesondere 
der Paternoster-Erbse,’ Natw, Wochenschr.y Berlin, 1889, 

IV, p. 207. 

Anthocyanin in testa of seeds. p. 27 

1890, Fischer, H., ‘Beitrage znr vergleichenden Morphologic 
der Pollenkorner,’ Jahresher. Ges. vaterL CuUtir, Breslau, 

1890, Lxviii, pp. 72-78. * 

Statement that pollen grains may be coloured with 
anthocyanin. — — 

Levi-Morenos, D., ‘Sulla distribuzione peristomatiea 
deli’ antoeianina in alcuni Sedum»^ Nuovo Giorn, hot, ital,, 

Firenze, 1890, XXII, pp. 79-80. 

Occurrence of groups, round stomata, of specially 
shaped epidermal ceils (two, three and four in number), 
containing anthocyanin. — — 

1892, Kronfeld, M., ‘Ueber Anthokyanbliiten von Damus 
Garota,^ BoL Centralbl., Cassel, 1892, xlix, pp. 11-12. 

The central purple flower of the inflorescence contains 
anthocyanin in all its parts. — — 

1893, Haberlandt, 9,, Bine hotanische T7^o2')mrei8e, Leipzig, 

1893, pp. 117-119. 

Description of the pendent position and red colour 
(anthocyanin) of young leaves of certain tropical trees. — — 

Muller, L., ‘Grundziige einer vergleichenden Anatomic 
der Blumenbliitter,’ ISfom Acta der KaiserlicJien LeopoUi- 
nisch-CaroUnischen Deutscken Ahademie der Natiirforscher, 

Halle, 1893, lix (1), 356 pages. 

A very full account of the structure of floral leaves, 
including the distribution of anthocyanin in the tissues. 

Also the investigation of the tannin present in petals and 

the connection between tannins and anthocyanin. pp. 32, 38 

Stahl, E., ‘Regenfall und Blattgestalt/ Ann, Jard, hot., 
Buitenzorg, 1893, xi, pp. 98—179, 

Examples are mentioned of the development of antho- 
cyanin in young pendent shoots — ^Hangezweige — in the 
tropick'.,, ; '• . pp, 22, 35 

/k ' - VeitCh, H'/j.,'-Autum3;^L' Tints,*' Em, ^oc,, 

London, 1893, xv, pp. 46-57. 

List of trees and shrubs showing autumnal coloration. — — 
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04. 1898. BerthoM, G*, Uniersuchungen ztir Ph/ysiologie der 

pflanzUchen Organisation^ Leipzig, Ft 1, 1898, pp. 199-242. 

Morphological a.nd histological distribution of antho- 
cyanin in leaves and stems in representatives of a number 
of natural orders ; also in leaves reddened by decortication. 

pp, 35, 38, 82 

05. Biels, L., SStoffweehsel und Structur der lialophyten,’ 

Jalirh. tviss. BoL, Berlin, 1898, xxxii, pp. 309-322. 

Appearance of anthocyanin in halophytes. — — 

66. 1899. ^Preyer, A., Ueber die Farhenvariationen der Samen 
einiger Trifolium-Arten, Doktor -Dissertation, Berlin, 1899. 
Anthocvanin in testa of seeds of species of TrifoUum. 

♦ ' pp. 27, 30, 41 

07. Schmidt, F., ‘ Dio Farben der Bliithen,’ Die Natur, Halle 
a. S., 1899, xnviii, pp. 223-225. 

Short account (popular) of the pigments of flowers. — — 

08. 1900, Mobius, M., ‘Die Farben in dor Pdanzenwelt,’ Sonder- 

Abdruck aus der NaturwissenschqftUche Wochefischrift, 

Berlin, 1900, 24 pages. 

A general account of pigments, including anthocyanin, 
found in all classes of the vegetable kingdom. Examples 
of the occurrence of anthocyanin in leaves, dowers, fruits 
and seeds. pp. 27, 28, 30 

69. ^Rodrigue, A., ‘Les feuilles panachees et les feuilles 
colorees/ Memoire de fHerhier Boissier, No. 17 B, Geneve 
et Bale, 1900. 

Anthocyanin in variegated leaves. — — 

70. 1902, *Massart, J., ‘Comment les jeunes feuilles se prot%cnt 

centre les intemp<5ries,’ Bulletin du Jard.in Botanique de 
riltat d Bruxelles, 1902-1905, i, p. 181. 

Localisation of anthocyanin in hairs. — — 

71. *Wulff, Th., XJeher das Vorhommen von Anthocyan 
hei arhtischen Qewdehsen, Botanische Beohccchtungen aus 
Spitzhergen, Akademische Abhandlung, Lund, 1902, it. 

Arctic vegetation is characterised by abundant pro- 
duction of anthocyanin. Hence periodicity between spring 
and autumn coloration is less marked. p. 26 

72. 1903. Burbidge, F. W., ‘The Leaf -marking of Arum rnacu- 

latum, ^ Irish Nat, Dublin, 1903, xn, p. 137. 

The author states that the black spotted form is in 
general distribution in England, , whereas in Ireland the 
unspotted form is more common. — — 

Colgan, If., ^The Leaf-Marking of Arum maculatum," 

, Irish' Nat, Dublin, 1903, xii, pp. 78-81. 

' The author states that the prevalent plant in Ireland 
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is unspotted, and is inclined to belie^'e that the sfunc? is 
true for Great Britain, though the spot form may ht; 
more abundant in this country than in Ireland. Descrip- 
tion given of form of spots. 

Garjeanne, A. J, M., ‘Buntblatterigkeit bei Folf/gonmn,’’ 

Beiheffe zum Bot. CentralhL, Jena, 1903, xiir, pp. 20:b-210. 

A description of varieties of several species of Paljj-’ 
go7ium in which chlorophyll is absent from portions of the 
leaves. Hence the usual dark leaf -blotch of anthocyanin 
shows bright red. 

Gunn, W. F., 'Arum ^naculatimi again,’ Irish Kat,, 

Dublin, 1903, xii, p, 219. 

Suggestion that black spotted form is a variety. — — 

Lindinger, L., ‘Anatomische und biologische Unter- 
suchimgen der PodalyrieensamenJ Beihefie. zmn BoL 
CentralbL, Jena, 1903, xiv, pp. 20-61. 

Mention is made of the histological distribution of 
anthocyanin in the seed-coats of several genera. pp. 27, 41 

Parkin, J,, ‘On the Localisation of Anthocyan (red 
cell-sap) in Foliage Leaves,’ Eep, Brit, Ass,, London, 1903, 

p. 862. 

Investigation of the seat of anthocyanin in leaves 
reddened through various causes. See text. pp. 3, 37, 89 

Pethybridge, G. H., ‘The Leaf -spots of Arum rmcu- 
latum,’’ Irish Nat, Dublin,, 1903^ xii, pp. 145-151. 

From data collected, the author finds that the form 
with spotted (anthocyanin) leaves is less wid^Jy distributed 
in Great Britain than the unspotted. Remarks on the 
structure and significance of the spot. 

1906, Wittmack, L., ‘Violetta Wekenkorner,’ SUzBer, Qes, 
natf, Freunde, Berlin, 1906, pp. 105-108. 

Anthocyanin in outer layers of wheat grain. 

1910, lixner, P. und S., ‘Die physikalischen Grundlagen der 
Bliitenfarbungen,’ Anz, Ah, Wiss,, Wien, 1910, XLvn, 

pp. 11-12. 

The authors maintain that, apart from differences in 
pigmentation, the colours of dowers may be modified by 
physical phenomena arising from structural features of 
the petal. Examples are the heightening of epidermal 
colour by a sub -epidermal air -containing layer; the 
deadening ' of tints when pigments of complementary 
colours are mixed; the raising of colour saturation by 
reflexion caused by the epidermal papillae. 

’^Paasche, E., Beitrdge zur Kenntnis der Fdrbungen und 


p. 19 


JSeichnungen der Bluteh und der Ferteilung von Anthocyan 


IHl 


lliil 

111 






238 


BIBLIOGRAPHY 


Page of text 
on which 
reference 
is made 


M«d O'erbstoff in ihnen. Dissertation, Gottingen, 1910, 
113 Images* 

Observations upon the development of anthocyanin 
in perianth leaves of Tulipa^ Anthericum and Asphodclus. 
Also upon the histological distribution of anthocyanin and 
tannin* 

1911. Coupin, H*, ‘Siir la localisation des pigments dans le 
tegument des graines de Haricots,’ C. It. Acad, set., Paris, 
1011, CLiii, pp. 1489-1492. 

Account of histological structure of testa of species 
and varieties of Phaaeolus and Doliclios, and distribution 
of pigments (including anthocyanin) in the testa. 


NATURAL OCCURRENCE OF SOLID AND 
CRYSTALLINE ANTHOOYANINS 

k 1844. Hartig, Th., Das Leben der Pfianzenzellet Berlin, 1844. 

Mention of solid anthocyanin in Solanum nigrum. p. 32 

k 1 851 . Mohl, H. von, Qrundzilge der Anatomic und Physiologic 
dcr vegetahUischen Zelle, Braunschweig, 1851, p. 47. 

Cases of occurrence of solid anthocyanin in Strelitzia 
Beginae and Salvia splcndcns. pp. 31, 32 

>. 1 855. Nageli, C., und Cramer, C., Pflanzcnphysiologischc Unier- 
suchungen, Zurich, 1855, Heft 1, pp. 5, 6-7, 31, 41-42, 

Taf. 2, figs, 1-8. 

Plasmolysis of anthocyanin-containing cells and 
formation of anthocyanin bodies, pp. 31, 32 

>. Unger, F., Anatomic und Physiologic der Pflanzen^ 

Pest, Wien und Leipzig, 1855, pp. 110-111. 

Anthocyanin bodies in berries of Passifiora species. P-32 

k 1856. Hartig, Th.-, ‘Waiter© Mittheilungen, das Klebermehl 
(Aleuron) betreffend,’ Bot. Ztg., Leipzig, 1856, xiv, pp. 257- 
268, 273-281, 297-305^313-319, 329-335 (pp. 266, 267). 

Pigmented aleurone grains. p. 35 

1857. Bohm, J. A., ‘Physiologische Untersuchungen ilber 
blaue Passifiorabeeren,’ SiizBer. Ah. Wiss.^ Wien, 1857, 
xxni, pp, 19-37. 

Crystalline anthocyanin in berries of Passifiora, p. 32 

. 1858. Tr^cnl, A., ‘ Des formations vesiculaires dans les 
cellules veg^tales,’ Ann, sci. nat. Paris, 1858, ser. 4, 

"x, pp. 20-74, 127-163, 205-376 (pp. 375, 376). 

Anthocyanin bodies in Buhus and other species. pp. 31, 32 
1862, Nageli, C., ‘^Farbcrystalloide bei den Pfianzen,’ 

; ' SitzBcr. Ah. Wiss,-^ Miinehen, 1862 (2), pp. 147-154. 

. References to crystalline anthocyanin in Solanum. pp. 32, 35 
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91. 1864, WeisSj, A., ‘IJatersuclitmgeii iiber die Eiitwlckeliiiigs- 

gesehichte des Farbstoffes in Pdanzenzellen,’ JSitzBer. 4^’- 
Wiss„ Wien, 1864, l {!), pp. 6-35, 3866, liv (1). pp. loV- 

solid blue colouring matter in fruits of 
Solanum, pp, 30, 

92. 1870, Rosanoff, S., ‘Zxir Mor23hoiogie der Pdanzenfarbstoffe/ 

. BoL Ztg., Leipzig, 1870, xxvin, pp. 720-723. 

Record of anthocyanin bodies in Neptimia oleracea. 

93. 1883. Schimper, A. P. ,W., ‘XJeber die EntwickeJung der 

Chlorophyilkorner und Farbkorper,’ BoL ZUj-, Leipzig, 
1883, XLI, pp. 105-112, 321-131, 137-146, 153-160. 
Mention of blue colour -bodies in Glaucmm. 

94. 1884. Pritsch, F., ‘Ueber farbige koriiige Staff e des ZeJlin- 

haits,’ Jakrh. wiss, BoL, Berlin, 1884, xw, pp. 185-231. 

Chiefly concerned with plastid pigment. Solid antho- 
cyanin noted in Delphinium, pp. 

95. Fim, G., ‘ Cell-sap Crystals,’ J. BoL , London, 1884, xxn, 
p. 124. 

Formation of crystals in cells of Jnstida spevAosa by 
placing sections of. stamen in glycerine gelatine. 

96. 1887, *Hanausek, T. P., und Bemowitz, V., ‘Ueber die 

Farbstoffkorper des Pimentsamens,’ Zs, Allg. OesL 
ApothVer,, Wien, 1887, No. 16, pp. 253-256. 

Colour of seeds of Fimenia is due to the presence, in 
the cells, of large dark red masses which give the reactions 
of anthocyanin. ~ 

97. 1888. Courchet, L., ‘Recherches sur ies chromoleucites,’ 

A7in, scL nat, (BoL), Paris, 1888, s5r. 7, vii, pp. 263-370. 

Summary of cases of occurrence of anthocyanin in the 
form of globules and deposits. pp. 3 

98. *Hansen, A., ‘TJeber Spharokrystalle,’ Arbeiten des 
hotanischen Inatituts in WilTzhurg^ Leipzig^ 1888, lii. 

Formation of anthocyanin sphaerites similar to those 
of inulin. 

99. 1889, Bokomy, Th,, ‘ Ueber Aggregation,’ Jahrb, wiss, BoL, 

Berlin, 1889, xx, pp. 427-473. 

Anthocyanin bodies in Primula sinensis, 

100. 1 898, ^TscMrch, A., ' Violette Chromatophoren in der Frucht- 
schale des Kaffees,’ Schweiz. Wochenschr, Chern,, Zurich, 
1898, XXXVI. • ' 

Solid anthocyanin in fruit of Goffea arahica. Beep 
violet, or blue-black, globules and crystals in the epidermal 
and'^sub-epidermal layers,-' ■■ ■ 
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tfeber amorphes und kristallisiertes 

Leipzig, 1905, i,xin. pp. 145-162. 
lint of a number of cases of crystalline 
ithocvanin in tissiies of living plants, 
m of crystalline anthocyanin outside 
TT of chief researches and other work 

pp, 31, 32, 34, 45, 4b, 66 

nytt fall af kristailiseradt anthocyan,’ 

)06, pp. 295-301. 

3 of Laportea moroides (Urticaceae) be- 
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tile flowers upon it, and yon shall see the Ants en-ep v<?ry 
thick o\Ta* them. Kow as they creep, the\^ h^t fall a flri.ff) 
of liquor from them, and where that ciiaiK^etii to liglit, 
there yon shall have in a rnoinent a large r'ecl stain.’ "rhe 
author was able to show eventually that the same ct,)iora. 
tion could be obtained by treating the petals with various 
acids. — 

100. 1071. Lister, M., ‘Borne Observations, touching Ctdours, in 
order to the Increase of Dyes, and the Fixation of Colours,’ 

Phil. Trans. R. Soc., London, 1671, vi, pp. 2132-2130. 

Among other reactions, it is noted that tlKj green parts 
of plants give a yellow coloin* with alkalie\s. 

110. 1807. Braconnot, H., ‘Observations sur ie phytolarea., vuig. 

raisin d’ameriqiie,’ Anna’ks de Chlmie, Paris, 1807, lxh, 
pp. 71-90. 

An extract is made of the berries, and the effect of 
various reagents is tried, such as acids, alkalies, salts of 
metals. It is noted that the behaviour of the pigment 
towards reagents is different from that of other fruits. 

Hi. 1808. Melandri, G., ‘Extrait d’une iettre de M. Q. Melandri, 
doctem' en medecine, a Milan, a M. Bouillon-Lagrange,’ 

AnnaUs de Chimief Paris, 1808, nxv, p. 223, 

Use of pigment of fruits of Atropa Belladonna as an 
indicator. 

112. 1818. Smithson, J., ‘A few facts relative to the colouring 

matters of some vegetables,’ Phil. Trans. E. Soc.^ London, 

1818 (l),pp. 110-117. 

Reactions of pigments of Vioiet> Black Mulberry and 
Corn Poppy towards acids, alkalies, etc. The view is held 
that probably all these pigments are the same substance. p. 44 

113. 1820. Chevaliier, A., ‘Bur la maniere dont se cojnporte avec 

les acides et les alcalis la mati^re colorante des bales de 
sureau {samhucvs nigra) appliqu^^e sur le papier,’ Journal 
de Phammcie, Paris, 1820, vi, pp. 177-178. 

Action of acids and alkalies on pigment. Different 
acids are said to give characteristic reactions with paper 
soaked with the pigment. p. 8 

114. 1822, Fayen, A., et Chevaliier,.^ A., '"Bm la fieur de la mauve 

sauvage {malva sylmstris)^ et particulierement sur la 
matiere colorante de ses p^tales, employee comme reactif, 
soit en teinture, soit ^tendiie sur le papier pour demontrer 
la presence des alcalis,’ Journal de Pharmacie, Paris, 1822, 

' VJii, pp. 48S-488/ ' 

The pigment is said to, be yery sensitive to alkalies, and , 
hence is of value as an indicator. p. 8 

W.p. , . V ,, , ; ’ • ^ ‘ , y ‘ ' 1® 
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115, Fayen, A., et Chevailier, A., ‘Sur la matiere colorante 

lies fruits du bois de Sainte-Lucie, cemsiis fnaJialeb,'' 

Journal de Fharrmcie, Psxns, 1822, vni, pp. 489-490. 

Action of acids and aikalie>s on the pigment. p- B 

il(j. 1825. Eonx, J., ‘D’ahalyse ehimique de la fienr de tilieul. 

(TUia europaea, L.), et de celle de la belle-de-naifc/ Journal 
de Fharrnacle, Paris, 1825, xi, pp. 507-512. 

Method for extracting pigment from flowers is described . 

Also solubilities and reactions with acids and alkalies. p. 8 

117. SeMbier, Gr., nnd Franck, C. A., Untersuchungen iiber . 
die Farben der Bluthen, Inaugural -Dissertation, Tubingen, 

1825, 38 pages. 

A number of observations on the action of acids, 
alkalies and other reagents on flower pigment extracts. 
H 3 q;)othesis of two series of pigments — oxidised and 
deoxidised. P* 

118. 1834. Kuhlmann, P., ‘Betraehtungen iibe^r den Einfiuss des 

Sauerstoffs auf die Parbuhg der organischen Produkte und 
iiber die Wirkung der sehwefiichten Saure als Entfarbungs- 
rnittel,’ Annalen der P/iarmacfe, , Heidelberg, 1834, ix, 
pp. 275-291. . . 

Bemarks on the bieacMng of flower -pigments with 
# . sulphurous acid. 'P* 

' 119. 1836. Hiinefeid, ‘Beitrage zur Chemie der Metamorphose der 
Pflanzenfarben,’ J. prakt. Ohem.t Leipzig, 1836, ix, pp. 217— 

238. 

Experiments to test the elfect on flower -pigments of a 
number of reagents, such as oxygen, carbon dioxide, water, 
acids, alkalies, alcohol, metallic salts, etc. — — 

1 20. Hlinefeld, ‘ Das mit schwef eliger Saure gesauerte Wasser 
als Mittel ziu Erleichterung der mikroskopischen Unter- 
SLichung von Pdanzentheilen,’ J. prakt. Ckem., Leipzig, 

1836, IX, pp. 238-241. 

Bleaching of pigments with sulphurous acid. p. 55 

121, 1837, Berzelius, J., ‘'XJeber den rothen FarbstofE der Beeren 

und Blatter , im Annalen der Pharmacie, Heidel- 

berg, 1837, XXI, pp. 262-267. 

Description and properties of red pigments of berries 
and autumnal leaves. Conclusion that they are similar 
substances. ^ / — — 

' l22. 1S4S. MorotsF. is*, /Becherche^suria coloration des v4g4taux,* 

Ann. scL naL Pari% 1849, s^r., 3, xiii, pp. 160-235. 

Mainlj^ an account of the properties and chemistry?- of 
chlorophyll. Criticism of previous work on soluble pig- 
ments. Solid blue anthocyanin is prepared from Centa^urea 
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Oyanus by extracting flowers, and analyses are niudu of 
product. Pigment also prepared from 8citta nnlmis, but 
more unstable. pp. g, .t7, .58, 59 

123. 1851. Schonbein, C. P., ‘Ueber das Verhalten organ iVx'l'ier 
Farbstoffe zur schweflicliten Sarn'e/ J, pmkL Chenu, 

Leipzig, 185.1, pp. 321-331. 

Pigment of both blue and red fiowe.!*is bleaciied by 
sulphurous acid. p. 55 

Sehonbem, C» F., ‘Ueber die Einwirkung der s<diwef- 
iichten Saure auf B lumen farbstoffe,’ J. pmA’/. Chem., 

Leipzig, 1851, Liv, pp. 76-78. 

Further observations on the bleaching of pigments of 
flowers and autumnal leaves. — 

125. 1 854. Filhol, E., ‘ Observations sur les rnatieres eolorantes des 

heiu’s,’ C, R, Acad. scL, Paris, 1854, xxx.[x, pp. 194-108. 

Observation that white fiowers turn yellow with 
alkalies. Yellow colour destroyed again by acids. Bub- 
stance which is thus affected is in. solution in the ceil -sap, 
is soluble in water and alcohol, and less so in ether. Bed 
flowers turn blue or green wdth alkalies, the green being 
due to a mixture of blue and yellow. pp. 8, 10, 47, 49 

1 26. Fremy, E., und Cloez, ‘ Ueber die F arbstoffe der Blumen,’ 

J. pmkt, Ghem.y Leipzig, 1854, LXii, pp. 269-275. 

An account of the properties of soluble blue (c>Hmin), 
red and yellow (xanthem) plant pigments. pp. 8, 44, 47 

127. 1855. Martens, ‘Nouvelles recberches sur ia coloration des 

plantes,’ BuL Acad, roy.t Bruxelles, 1855, xxii (1), 
pp. 157-179. 

Observations upon substances in plants wiiich turn 
yellow wdth alkalies (now known to be flavones). Errone- 
ous suggestion that they form pigment of yellow plastids. — - — 

128. 1856, *MllMer, G. J., Ghemie de$ Weims^ Leipzig, 1856. — — 

129. 1858. Gl^nard, A., ‘Becherches sur la matiere colorante du 

vin,’ Ann. chim. phys.^ Pads, 1858, ser. 3, li v, pp. 366-376. 
Preparation and analysis of pigment of wine. Bee text. 

pp. 8, 58, 59 

130. GMnard, A., ‘Ueber den Farbstoff des Weines,’ J. 2 }rakL 
Chefn., Leipzig, 1858, lxxv , pp. 317-318. 

Same as previous paper. pp. 8, 58, 59 

131. 1859, Nickl5s, ‘Bur la matiere colorante du troene et son 

application a la recherche des eaux potables/ J. pharm. 

„ cMm.^ Paris, .1859,, xxxyv;pp. 328-334. \ / 

An account of the, properties , and extraction of the 
pigment of Privet ; berries. Preparation by 

precipitation with lead acetate, decomposition with 
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sti Iphuretted hydrogen and subsequent puri fication. Fo und 
to contain carbon, iiydrogen and oxygen only, but no 
constant analysis results. Reactions with acids, alkalies, 
salts of metals and various nattnal waters. Pigment 
termed lignline. — — 

m, 1800. Filhoi, E., 'Note sur , quelques matieres colorantes 
\'egetales,’ C. R, Acad. scL, Paris, 1860, L, pp. 545-547. 

Further account of the properties of the substance 
which git^es a yellow colour in wliite floAvers on trcatjnent 
with alkali. It was found to occur also in green pa,rts of 
plants and to be analogous to luteolin ; absent from some 
flowers, Pelargonium and Papauer, which become blue or 
violet with alkalies. pp. 8, 49, 50 

133. Filhol, E., ‘Noiivelles recherclies sur les matieres 
colorantes vegetales,’ C. E, Acad. scL, Paris, 1860, L, 
pp. 1182-1185. 

Author is of the opinion that there is only one kind of 
red or blue soluble pigment (cyanine). Differences in 
colour due to other substances in the cell-sap. — — 

134. 1862. ChevreuI, ‘Observations sur la propriete decolorante do 

2’eau oxygenee m^lee avec plusieiirs matifkes colorees 
d’origine organique,’ C. E. Acad, sci.^ Paris, 1862, lv, 
pp. 737-738. 

Action of hydrogen peroxide on soluble flower pigments. 

Bleaching takes place. — — 

J35. Wiesner, J., ‘.Einige Beobachtungen liber Gerb- und 

Farbstoffe der Blumenb latter,’ Bot. Ztg.^ Leipzig, 1862, 

XX, pp, 389-392. 

^ Researches on reactions given by tissues with iron salts 
and alkalies. If a colourless cell -sap contains a tannin 
which gives a green colour reaction with iron salts, it also 
gives a yellow i^eaation with alkalies: if a blue reaction 
with iron salts, no colour with alkalies. Anthocyanin 
itself gives a blue colour with alkalies, never green. Hence, 
when the former kind of tannin is present with antho- 
cyanin, the cell -sap gives a green, i.e. blue plus yellow, 
reaction with alkalies; when the latter, a blue reaction 
only. ^ ■ pp. 8, 45, 50 

136, Wigand, A*, ‘Einige Satze iiber die physiologisohe 

Bedeutung des Gerbstoffes und der Pfianzezifarbe,’ BoL 
, , Zlg.^ Leipzig, 1862, xx, pp. 121-125. 

Distribution of tannin aixd pigments in leaves, stems 
and flowers. It is stated that anthocyanin has no relation 
to chlorophyll, but arises from a colouiless ehx:omogen, 
which is a tannin, and gives a yellow colour with alkalies. 
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Tile eliromogeii, on oxidation, giv'-es rise to untiiof?,ya!iirL 
With alkalies, blue anthoeyanin tnrns green, tiiLHi yellow; 
red anthoeyanin turns first blue, then green, and finally 
yellow. ' pp. 8, 44, m), iis, 91, 106 

137. 1866. Gmelin, L,, Fortsetztmg des liandhuchs det oniciydtichen 

Chemh^ Heidelberg, 1860, Bd iv (2), pp. 1421-1430. 

Important vsuniniiary of cheinieal work on anthoc\“anirt 
tip to this i^eriod. p. 105 

138. 1867. Nageli, C., und Schwendener, S., Das Mihroshop, 

Leipzig, 1807, ii, pp. 500-509. 

An account of the reactions of anthoeyanin inc'luding 
a discussion on the signihcance of its reaction with alkalies. p. 50 

139. Sorby, H. C., ‘On a definite Method of Qualitative 
Analysis of Animal and Vegetable Coloming-Matters by 
means of the Spectrum, Microscope,’ Proc, R. Soc., London, 

1867, XV, pp. 4.33-455. 

The spectrum microscope can be applied to the exami- 
nation of pigments of flowers and fruits. Methocls de- 
scribed for use and preparation of pigments to be examinc?d. 
Numerous reagents are used for developing spectra, and 
a classification of the latter is outlined. p. 56 

140. 1870. Sehonn, Tleber Blattgriin und Blumenblau,’ Zs, mial 

Che7n.y Wiesbaden, 1870, ix, pp. 327-328. 

Note on spectroscopic examination of pigments. — — 

14 L 1871. Vries, H. de, ‘Sur la permeabilite dii protoplasma des 
betteraves rouges,’ Arch. NeerL ScL Sac. HolL, Haarlem, 

1871, VI, pp. 117-126. 

Relative permeability of living and dead protoplasm to 
coloured cell -sap, * p. 29 

142. 1872. Wiesner, J., ‘Untersuchimgen liber die Farbstoffe 

einiger fur chlorophyllfrei gehaltenen Phaneroga men,’ 

Jahrb. wlss. Bot., Leipzig, 1872, viii, pp. 575-594. 

Pigment bodies in Neottia Nidus-avis and Orohanche 
spp. Red pigment of Orohanche. Discussion as to the 
nature of the anthoeyanin reaction with alkalies. p. 50 

143. 1873. Kraus, C., ‘ITeber die Ursache: der Farbung der Epi- 

dermis vegetativer Organe dej^ Pflanzen,’ Flora, Regens- 
burg, 1873, XXXI, pp. 316-317. 

Suggestions as to chemical substances from which 
anthoeyanin is derived. 

144. y Sorby, H. 0., ‘On Comparative Vegetable Chroma- 
tology,’ Proc. R. Soc,-, London, 1873, xxi, pp. 442-483. 

Method of separation of plasticl pigments from otliors 
by means of carbon bisulphide as a solvent. Spectre * 
scopieal examination of all kinds of pigments. Suggestion 
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tliat red pigment in leaves is produced by the action oi 
light on chlorophyll under circumstances not yet repro- 
dn eed. .Presen ce or absence of pigment due to equilibrium , 
or absence of the same, between constructive and destruc- 
tive agencies. Colour of flowers due to erythrophyil, and 
frequently exactly the same as in the leaves. pp. 56, 88 

. 187S. Borscow, EL, ‘ Notiz uber den Polyehroismus einer 
alkoholischen Cyaninlosung,’ Bot, Ztg., Leipzig, 1875, 

XXXIII, pp. 351-352. 

A hot alcoholic extract was made from flowers of Ajuga 
reptans and A. pymmidalis, and it was found that the 
pigment showed continuous changes in fluorescence as 
the solutions cooled. — — 

1876, PeUagrL Gr., ‘SulF tiso della filloeianina come rea,ttivo,’ 

Qazz. chim. iiaLf Palermo, 1876, vi, pp. 35-38, 

Anthocyanin in dilute solution can be used as a very 
sensitive reagent for alkalies, p. 54 

1 877, Church, A. H., ‘ColeTn,’ Ber, D. chem, Ges., Berlin, 1877, 
x(l), p. 296. 

Preparation and analysis of red pigment from leaves 
and stem of Coleus VerschqffeliL See text. pp. 58, 59 

Senier, H., ‘The Colouring Matter of the Petals of Rosa 
gallica," Pharm. J., London, 1877, ser, 3, vii, pp. 650-652. 

Extraction and analysis of red pigment. Chief point of 
interest is tlie preparation of crystalline salts of the pigment 
with alkali metals. See text. pp. 58, 59 

1878, Gautier, A., ‘Bur ies matieres colorantes des vins,’ 

C. R. Acad, sci.f Paris, 1878, lxxxvi, pp. 1507-1510. 

View that plant pigments are formed from colourless 
tannic acids which redden on oxidation. Preparation and 
analyses of pigments from wines. It has been shown by 
later investigators that products were mixtures. See text. 

pp. 9, 58, 60, 106 

1879, Hilger, A„ ‘ TJeber den Farbstofl der Familie der 
Caryophyllinen,’ Landw. Versuchstat., Berlin, 1879, xxiii, 
pp. 456-461, 

Investigation of pigments of representatives of orders 
included under Centrospermae, i.e. Beta^ Phytolacca, 
Ghenopodium and Amaranthus. Pigments found to be 
similar, both as regards spectra and chemical reactions, 
but to differ from, other red and violet pigments. Pre- 
paration of pigment from Phytolacca, but no analyses. — ' — 

1880, Lepel, F. von, ‘Pflanzenfarbstoffe als Reage.ntien auf 
Magnesiumsalze/ Ber. B, chcm. Ges., Berlin, 1880, xni (1), 

\ pp^;76^-7’6$..,; ' ' ' 
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Spectroscopic examination of a mnnber of reti un<l 
antliocyaniii pigments. Development of spectra after 
addition of magnesium salts, 

152. SoiiEetzier, J, ‘Ueber Vemnderungen des rotlien 
Farbstoffes von Paeonia officinalis unter dem Einfiass 
cbemiseber Reagentien,’ Bat, CeniralbL, Casneb 1880, x, 

p. 682. 

Short note on the action of acids, alkalies, iron salts, 
etc., on anthocyanin. 

153. Sehnetzler, J, B., ‘Observations siir les mat lores 
eolorantes des fieurs,’ Bui, Soc, Sci. NaL, Lansanncs 1880, 
XVII, pp. 96-98. 

Note on reactions of eoloaring matter of PaeMnm 
flowers. 

154. Schnetzler, J. B,, ‘Uebei: den rothen Farhstoff der 
Blatter von AmpelopsU hederacea^'" Bot, Ceniralhl,^ Cassei, 
1880, I, pp. 247-248. 

Slight note on anthocyanin of Ampelopsis, Reactions 
with alkalies, etc. 

155. "^Schnetzler, J. B., ‘ De la couleur des fieurs,’ Les Mondes, 
1880, Lin, p. 158. 

Author contradicts the supposition that various flower 
colours are due to different chemical substances, on the 
ground that Paeonia anthocyanin gives different colours 
with various reagents. Statement is made that reddening 
of leaves in autumn is due to the action of tannin on chloro- 
phyll, and that chlorophyll is at the basis of all flower 
pigments. 

1882. Husemann, A., Hilger, A., und Husemann, Tii., Die 

Pflanzenst'Offe in diemiscker^ physiologischer, 'pharmakolo- 
gischer und toxihologischeT HinsicJit, Berlin, 1882, Bd 1, 
pp. 259-260, 

Short account of anthocyanin from the chemical point 

of view. , ■ ^ ^ 

E, J., ‘Sur r.<Bn:oc 3 ^anine,’ €TB. Acad, scL, 

Paris, 1882,,xcv,^p. 924., ^ , 

Green grapes dried in vacuo over sulphuric acid do not 
redden, but, on exposure to air, pigment is rapidly formed. 
Hence conclusion that , colouring matter (oenoeyanin) is 
formed from a colourless chromogen by oxidation and 
possibly hydration. 

iss/yisss. Gardiner, W.,;‘On the ^general occurrence of Tannin^' 
in the vegetable cell and a possible view of their physio- 
logical signiflcance,’ Pvoc. PhU, Soc,^ Cambridge, 1883, iv, 

388'-"S95. ^ , ' . ; { , ‘ ' i'j 1 ' < 
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Slight reference to connection of anthoeyanin with 

1884. Fieseii. M., ‘Fotiz iiber die An wenching cles Farbstoffes 
des Eothkohis in der Histologie,’ Zs, tviss. M‘)hrosl\, 
Braunschweig, 1884, i, pp. 253-254. 

AnthocAranin as a stain. p* 29 

Lavdowsky, M., ' Myrtillus, ein neues Tinctionsmittel 
fiir thierische und pflanzliche Gewebe,’ Arch, niikr. Anal., 

Bonn, 1884, xxiii, pp. 506-508. 

Anthoeyanin from berries of Vaccinnim- Myriilhis used 
as a stain for plant and animal tissues, p. 29 

*Marq[ms, E,, ‘Ueber den Farbstoff des kankasisehen 
Rothweines, seine Isolirung, quantitative Bestiinmung 
und cheinische Reaktion,’ FharmaceiitiscJie Zeitschrift far 
Russland, 1884, xxiii, pp., 7, 20. — — 

^Marquis, E,, ‘Ueber die Zersetzung des isolirten Pig- 
ments des kaukasischeh Rotiweines durch Warme,’ 
Pharmamutische Zeitschrift fur Eussland, 1884, xxiii, 

1885. Lindt, 0., ‘Uejber den Naehweis von Phlorogluein,’ Zs. 
wiss. MiJcrosk., Braunschweig, 1885, ii, pp. 495-499. 

Connection between* phlorogluein and anthoeyanin 
formation. — — 

Terreil, ‘Fa its pour servir k I’histoire de la matiere 
eolorante du vin et des matieres colorantes rouges des 
vegetaux,’ Bid. soc. chim., Paris, 1885, xliv, pp. 2-6. 

Exposition of Terreil’s reaction for anthocyanins. — — 

1886. Vries, H. de, ‘Ueber die Aggregation im Protoplasma 
von JDrosera rotuhdifoUa,^ Boi. Ztg., Leipzig, 1886, xuv, 
pp. 1-1 1, 17-26, 33-43, 57-62. 

Some microchemical reactions in anthocyanin-con- 
taining cells. — — 

1887. * Jonas, Y.^PhotometrischeBesUmmung der Absorptions-’ 

speJetra rater und blauer Blutenfarh staff e, Inaugural -Disser- 
tation, Kiel, 1887. — — 

1 889. Heise, R., Zur Kenntniss des Eothweinfarhstoffes, Berlin, 

1889. 

Account of preparation and properties of two pigments 
obtained from grapes. See text, pp. 9, 58, 60 

Molisch, H., ‘Ueber den Farbenwechsel anthokyan- 
haltiger Blatter bei rasch eintretendem Tode,’ Bat. Ztg., 

Leipzig, 1889, XLVIT, pp.; 17-23.: 

Red leaves of Coleus and Perilla^ when boiled with 
water, lose red colour and give yellowish or greenish 
solution, to which red colour returns on acidification. 
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Author maintains that loss of colour is due to alkalinity 
of dead tissues, and that acidity of cell -sap is essential for 
preservation of red colour, — — 

169. Mliller, N. J, C., ‘Spectralanalyse der Biuthenfarben,’ 

Jahrh, wiss, BoL, Berlin, 1889, xx, pp. 78-101. 

Observations on spectra and fluorescence of \“arious 
anthocyanins in solution in both sulphuric acid and potash, 

pp. 45, 56 

170. 1890. Lacotir, E., ‘Note sur le sue et la matiere colorante du 

phytolacca,’ J. pharm. cJiim., Paris, 1890, xxi, pp. 243-245. 

Note on the pigment of Phytolacca which is used for 
colouring wines. iVetion of acids, alkalies, salts of metals ; 
solubilities of pigment, etc. — — 

171. Macchiati, L., ‘Kicerche preliminari suite sostanze 
coloranti delle gemme foglifere del castagno indiano/ 

Nuovo Giorn, hot. itaL^ Firenze,. 1890, xxn, pp. 76-78. 

Slight note on extraction of red pigment from bud- 
scales of Horse Chestnut. — — 

172. Waage, Th., ‘Ueber das Vorkommen iind die Rolle des 
Phlorogiucins in der Pfianze,’ Ber. D. hoL Ges., Berlin, 

1890, vin, pp. 250-292. 

Connection of phlorogluein with anthocyaniri. — — 

173. *Zopf, W., Die Pilze in morphologischer, physiologlscher, 
biologischer und systematischer Beziehung, Breslau, 1890. 

Decomposition of anthocyaniri by Moulds. — — 

174. 1891. ^Lidforss, B., ‘Uefoer die Wirkungssphare der Glycose- 

und Gerbstoffreagentien,’ KongL Fyslograftsha Sdllskapets 
i Lund Handlingar^ Ny Foljd., Bd 3, Lund, 1891-1892, ix. 

Reduction of Fehling’s solution by anthoeyanin in its 
capacity of a glucoside. — — 

175. 1892, Gautier, A., ‘Sur Forigine des matieres colprantes de la 

vigne; sur les acides amp^lochroTques et la coloration 
automnale des vegetaux,’ G, R. Acad, sci.^ Paris, 1892, 
cxiv, pp. 623-029. 

Account of isolation, purification and properties of three 
pigments from Vine leaves. See text. 

pp. 9, 24, 46, 58, 61, 82, 84, 106 

176. Gian, R., Ueber den Parbstoff des schwarzen Halve 
(Althaea rosea), Inaugural-Dissertation, Erlangen, 1892. 

Full account of preparation,, properties and analysis of 
pigment. ' See text. PP* 

177. ’ *Haverland[/Er.s J^^irage mr Kenniniss der in ^den' 

Friichten von Phytolacca deeandra {Kermesheeren) enthah 
tenen Bestandtheile, Inaugural-Dissertation, Erlangen, 

, ‘ ig92. ■> ’ v" / ^ 
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178. 1894. Heise, E., 'Zur Kenntniss des Heideibeerfarbstoffes,’ 

Arb* Gesimdhtsamt, Berlin, 1894, ix, pp. 478--'49L 

Preparation, purification and analysis of pigments from 
Bilberry fruits. See text. PP- *^6, 58, 62 

179. 1895. Weigert, L., ‘Beitrage zur Chemie der rothen Pdanzen- 

farbstoffe,’ Jahreshericht und Programm der k. h. oyiologU 
schen und pomologischen heliTanstalt in Klosterneuburg^ 

, Wien, 1895, pp, i'-xxxi. 

Scheme for differentiation of anthoeyanin pigments by 
means of qualitative tests into two groups, ‘ Weinroth ’ and 
‘Rubenroth.’ PP- 

180. 1897. Beilstein, F., Handhuch der organischen Chemie, 1897, 

Bd III, pp. 651-652. 

Short account of anthoeyanin from chemical point of 
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Carles, P., et Nivi^re, Gr., ‘Influence des matieres 
colorantes sur la fermentation des vins rouges tres colores,’ 
(7, R, Acad. scL, Paris, 1897, exxv, pp. 452-453. 

Explanation offered is that tannin nature of colour- 
ing matters acts as an antiseptic and inhibits the 
fermentation. 

Sostegni, L., ‘Sulle materia coloranti delle uve rosse,’ 
Qmz. cMm, iial., Roma, 1897, xxvii (2), pp. 475-485. 

Extraction and analysis of pigments from grapes, 

1898. Bippel, L., Das Mikroskop und seine Anwendung, 
Braunschweig, 1898, Th. 2, pp. 65-66, 105-106, 108-109. 

Solubilities and other properties of anthoeyanin. 

1899. Claudius, M., ‘TJeber die Anwendung einiger gewohn- 
licher PfLanzenfarbstoffe in der miln’oskopischen Farbungs- 
technik,’ Centralbl. Baht., Jena, 1899, v, pp. 579-582. 

Use of anthoeyanin for histological staining, 

Keegan, P. Q., ‘Experiments on the Floral Colours,’ 
Nature, London, 1899, lxt, pp. 105-106. 

Reactions of anthoeyanin with alkalies, salts, etc. 

1900. Formd.nek, J., ‘Der Farbstoff der rothen Ritbe und sein 
Abserptionsspectrmn,’ J. praht, Chem., Leipzig, None 
Folge, 1900, LXii, pp. 310-314, 

Account of normal spectrum and of those developed 
with acid and alkali respectively. 

Miyoshi, M., ‘Ueber die klinstliche Aenderung der 
Blutenfarben,’ Bot. Centralbl,, 1900, lxxxiii, 

pp. 345-346. ' 

Reactions of alum salts, acids and alkalies on various 
anthocyanins. Bearing on Molisch’s results with 
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188. 1901. Goppelsroedei. Fr., Gapilktranalyse heniheml cmj 

Capillaritdts- tmd AdsoTptwnserschcmungeM mjt deni 
ScJiIussJcapiiel: Das Wm/porsUigm der Farhstoffe in den 
Pflanzen^ Basel, 1901. 

Method which can be adapted to the separation of 
mixtures of pigments in solution. Strips of specially pre- 
pared filter paper are allow’ed to dip slightly into the 
solutions, and the various pigments rise by capillarity to 
different heights. By cutting off zones of paper, and by 
repetition of the process, a certain amount of pure pigment 
can be obtained. 

189. 1902. Bonffard, A., ‘Action de I’acide sulfiireiix sur i’oxydase 

et sur la matiere colorante du vin rouge,’ O. if. Amd. scL, 
Paris, 1902, cxxx.rv, pp. 1380-1383. 

Action of acid considered to be twofold: first, preser- 
vation of the colour of the wine, and secondly, a destructible 
action on the oxidising enzyme. 

190. Sostegni, L., ‘Sulle materie coloranti delle uve rosse,’ 
Gazz. ehim. itaL, Roma, 1902, xxxii (2), pp. 17-19. 

Continuation of analysis of pigment from grapes. 

191. 1903. Griffiths, A. B., ‘Die Pigments des Geraniums und 

anderer Pflanzen,’ Per. D, chem» Ges., Berlin, 1903, 
XXXVI (4), pp. 3959-3961. 

Account of analyses and properties of pigment, pp. 46, 

192. Icfaimura, T,, ‘On the Formation of Anthocyan in th<? 
Petal oid Calyx of the Red Japanese Hortense,’ J, ColL 
ScL, Tokyo, 1903-1904, xviii, art. 3, pp. I“18. 

Stages of development of anthoeyanin in the calyx. 
View that pigment arises from a tannin-like substance, 
protanthocyan, which gives a yellow colour with alkalies, 
and is probably identical with Wigand’s cyanogen (see 
No. 136). . In final stages, violet crystals of pigment were 
observed. 

** 193. 1904, Kraemer, H,, ‘The Origin and Nature of Color in 

Plants,’ Proc^- Amer. Phit Soc., Philadelphia, Pa., 1904, 
XLlli, pp. 257-'277. ' , . ■ 

Method for extraction and separation of plastid and 
soluble pigments. Reactions with acids, alkalies, and 
other reagents are represented in tables. 

"l94. ' , ; Haylor, W. A. H,, and Ohappel, K J.,.‘Note on the 
Colouring Matters of Mosd GalUcOf, Pharm. «/., London, 

I' ' ' 1904, Ber.’4, xk, pp. :23 1-233. ! . 

Preparation of the pigment. 

\ ' 195..” 1905. ICfasap’eki' EigcMmu dcr Pflanzen, 1905, Bdj, 

’■ ; ' 'pp, 471-477. \ ^ 
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197. 
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199 
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Good genertil account of antliocyanin, (diiefly from the 
chemical point of view. — — 

Kastle, J. H., ‘ A Method for the Determination of the 
Affinities of Acids Colorimetricaily, by Means of Certain 
Vegetable Coloring Matters,’ Amer, Ckem. J., Baltimore, 

McL, 1905, xxxiii, pp. 46-59. 

Solutions of anthocyanin from purple grapes, red 
Pdargpnium and pxirple Petunia flowers were bleached 
with sulphur dioxide, and then used coloi'imetrically to 
test the 'strength ’ of a number of acids by amount of return 
of colour. The resulting order corresponds closely to that 
given by Ostwald’s methods. p. 55 

1906. Grrafe, V., 'Studien iiber das Anthokyan (I. Mittei- 
lung),’ SitzBer, AJc. Wiss,, Wien, 1906, cxv (Abt. 1), 
pp. 975-993. 

Important paper on preparation and analyses of pig- 
ments from flowers of Althaea rosea. See text. ^ 

pp. 9, 46, 47, 50, 55, 58, 63 

1907. Toni, J.-B. de, ‘Observation.s sur ranthocyane d'Aguga 
et de Strohilanihes,' C. B. ass. f rang, avanc. sci., Paris, 1907 

partie), pp. 415-418. 

Repetition of Bofscow’s experiment on fluorescence 
(see No. 145). Phenomenon exj)lained by Moliseh’s view 
of alkalinity of dying tissues (see No. T68). Solution of 
Strobilanfhes pigment heated to 90° loses properties of 
anthocyanin. — — 

1908. Laborde, J., hSur Forigine de la matiere colorante 
des raisins rouges et autres organes vegetauxf C. B. Acad, 
sci.f Paris, 1908, CXLVI, pp. 1411-1413. 

Author obtains tannin-like chromogens from unripe 
grapes of both green and red varieties. Chromogens be- 
come red on heating with dilute hydrochloric acid at 120°.^ 
Investigation of these substances ‘should explain reddening 
of leaves and fruits, and also why white grapes do not 
develop pigment, although containing chromogen. p. 106 

Laborde, 7., ‘Sur les transformations de la matiere 
chromogene des raisins pendant la maturation,’ C. B. Acad. 

Paris, 1908,bxLvn, pp. 753-755. 

Ciiromogen of pigment, which is in insoluble form in 
green fruit, , becomes more and more soluble as fruits 
mature. Change probably brought about by a diastase, p. 106 

Laborde, J., * Bur le m4canlsme physiologique de la eolox^a- 
tion des raisins , rouges et de la coloration automnale des 
feuilles,’ 0. B. Acad. Paris, 1908, cxlvii, pp, 993-995. 
Conclusion that anthp^yanin is formed from tannin- 
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lik(} substances. Red products are obtained b\' tin.' juaiori 
of various reagents on tannins. p. 100 

202. MalYCzin!, Pll.» ‘Sur Forigine de la couleur des raisins 
rouges,’ C, It AcacL scL^ Paris, 1008, Gxtvii, pp, 384- ,‘>80. 

Water extracts of iinri])e red (or white) grapes, hcMited 
for 24 hours at 85°, give red pigment, but not in absence of 
air. Absence of pigment in white grapes in nature is due 
to lack of diastase, but high temperature will cause oxida- 
tion (artificialiy). 

203. Palladin, W., ‘Ueber die Bildung der Atmungschroitio- 
gene in den Pflanzon,’ Ber, D. hot. Ges., ]'4eriir}, 1908, 

XXVI pp. 389-394. 

Suggestion that anthocyanin is a respiration pigment. 

■■■■■'' pp.' 11, 58, 91, "99, "101,107' 

204. Portheim, jb. von, und Scholl, E., ‘ Untersuchurigcn ilber 
die Bildimg und den Cheraisrnus von Anthokyanen,’ Ber. 

D. hot. Ges., Berlin, 1908, xxvia, pp. 480-483. 

Method described for purihcation of anthocyanin by 
dialysis. Anthocyanin is also prepared from testas of 
seeds of Phaseolue multiforns by extraction with alcohol. 

By fractional crystallisation, yellow and red crystalline 
products are obtained. p. 4.6 

205. Russo, Ph., ‘Des pigments floraux,’ Ck li. soc. hioL^ 

Paris, 1908, lxv, pp. 579-581. 

Examination of pigments of many flowers with 
tournesol paper leads to the conclusion that, in the cyanic 
series, flower colour varies in tint according to the greater 
or less acidity of the cell -sap. — — 

206. Sorby, H. C., ‘ On the Colouring Matters of Flowers,’ 

Nature^ London, 1908, Lxxvn, pp. 260-261. 

Not eon the solubilities of various dower pigments; also 
observations as regards spectra. — — 

207. 1909 . Combes, R., ‘Rapports entre les composes hydro- 

carbones et la formation de ranthocyane,’ Ann. sci. nat, 

(BoL), Paris, 1909,* aer. 9, ix, pp. 275-303. 

View held that an increase in amount of sugars and 
glucosides in tissues leads to increase in formation of 
anthocyanin. Estimation is made of glucosides and 
sugars in various green and red leaves. Found that red 
leaves contain considerably greater quantities of these 
substances than green control leaves. pp. 4, 83, 117 

208. Combes, R., ‘ Reeherches biochimiques sur le d<^^veloppe« 
ment de Fanthocyane chez les v5g<§taux,’ 0. E. Acad, 

Paris, 1909, cxLViii, pp. 790-792. 

Same results as in preceding paper. 
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Grafe, V., 'Studien uber das Antliokyan ( 11 . Mittei- 
lung),’ SiizBer. Ak. Wiss., Wieix. 1909, cxvm (Abt. 1), 

p|). i033-*l044. p 

Fui-ther researches on anthocyanin from dowers o ^ 

AUlMea. See text. . 

PaUadin W., ‘Ueber das Wesen der Pflanzenatmung, 

Bhchofn. Zs., Berlin, 1909, xvni, pp. 131-206. 

Full account of the sigmficance of anthocyanin as a 

respiration pigment. PP 

Wheldale, M., ‘The Colours and Pigments of Flowers, 

with Special Reference to Genetics,’ Proc. R. Soe. , London, 

1909, Lxxxi B, pp. 44-60. . , 

Attempt to show that there is some correlation between 

the chemical reactions of pigments and their behavioim in 

genetics. Recognition of a certain number of types wtach 

give rise to a definite series of colour varieties. pp. 39, el, 56, 91 
Wheldale, M., ‘On the nature of anthocyanin,’ Proc. 

Phil. Soc., Cambridge, 1909, xv, pp. 137-161. 

Suggestion, made for the first time, that anthocyamns 

are formed from ohromogens, which are glucosides 

' flavones, or possibly, xanthones, by the action of oxidase. 
Successive oxidation stages may give rise to the series, rec , ^ _ 

purplish-red and purple pigments. pp- H. 56, 91, 108, - 4 

Wheldale, M., ‘Note on the Physiological Interpretation 
of the Mendelian Factors for Colour in Plants,’ Rep. Evol. 

Com. Roy. Soc., London, 1909, Rpt. 5, pp. 26-31. 

Expression of colour-factors in terms of oxidases and 

reductases. , 

1910. *Dezani, S., ‘Be sostanze oromogene dell uva bianca, 

Staz. spec. agr. ital., Modena, 1910, xnm, pp. 428-436. 

Substance fiound in white grapes which gives oeno- 
eyanin-Uke products on treatment with hydrochloric acid. 

*Sacher, J. F., ‘Der Farbstoff der roten Radiesehen,’ 

Ohem. Ztg., Cothen, 1910,- xxxiv, p. 1333. 

Properties of colouring matter of radish as indicator, 
’►Schwertschlager, J., ‘Ber FarbstoH der roten Radie- 
schen/ Chem. Ztg., Cothen, 1910. xxxiv, p. 1267. ^ 

Properties of colouring jnatter of the radish. 

Wheldale, M., ' ‘ Plant Oxidases and the Chemical Inter- 
relationships of Oolour-’V.arieties,’ Progr. rei hot., Jena, 

1910, m, pp. 457-473. 

Chieflyar4s«m6ofpaperspuhlishedbyauthorinl909. pp. 11,224 

1911. Abderhalden, E., Bioohemisghee Hcmdlexikon, Berlin, 

, -i,,, ^Osll, Bd VI, pp. 182-183., , _ ^ 

Short account, chiefly chemical, of anthocyanin. 
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€oml)es^ E.» ‘Keeherehessnr laforiiiatioh des |)igrjit‘iit,s 
unlhoeyuniqiies,’ C. E, Acad. Paris, iOlJ, CLfU, 

pp. 88<K889. 

AFieroehemical tests for aothocyaniri and its {'iirornogen 
hi tmHue>i of A mpelopsw, — — 

Oombos, R., ‘Beciierches mieroehuiiiqueH siir les pig- 
ments anthocyaniqnos,’ C\ E. ms, Jtmig. amnc, scL^ Paris, 

1911, pp. 464-471. 

Same as preceding paper. — --- 

Gfautier, A., ‘Sur les meeanisraes de la \'ariation des 
races et les transformations moleculaires rpil aecforiipagnent 
ces variations,’ C. It Acad, sci, Paris, 1911, cmr, pp. 531- 
539. 

Connection between variation and chemical constitu- 
tion, Analyses of pigments from different varieties of 
grapes. ^ ' — — 

Grafe, V., 'Studien dber das Anthokyan (111. Mittoi- 
lung),’ SitzBer, A'k. Wiss., Wien, 1911, exx (Abt. 1), 
pp. 765-807. 

Important paper on the red pigment of Pelargonium 
flowers. See text. pp, 9, 4*6, 55, 56, 58, 66 

Kastle, J. H., and Haden, R, L., ‘On the Color Changes 
Gccurring in the Blue Flowers of the \Vlld Chicory, 
Cichormm hitybus," Amer. Chern, J., Baltimore, Mxi, 1911, 

XLVI, pp. 315-325. 

Anther shows that changes in colour exhibited by 
howers on withering are dne, in part, to variations in 
amount of acid in the ].)igment6d cells, and, in part, to the 
action of an oxidase which oxidises and destroys the plant 
pigment. — — 

Nierenstein, M., nnd Wheldale, M., ‘Beitrag zur 
Kenntnis der Anthocyanine. 1. Ueber ein anthocyanin- 
artiges Oxydationsprodnkt des Quercetins,’ Ber, D. chem, 

Ges., Berlin, 1911, xxiv (3), pp. 3487-3491. 

Description of a red pigment formed on oxidation of 
quercetin with chromic acid. Properties of oxidised pro- 
duct resemble anthocyanin in some respects. — — ; 

Politis, L, 'Sopra special! corpi celiulari ehe formano 
Antocianine,’ Bend, Acc, lAncei, Koma, 1911, xx, pp. 828- 
■834, * ■ " ,, 

Hypothesis, supported by microscoincal and micro- 
chemical observations, that anthocyanin is produced by 
special bodies termed cyanoplasts, which contain tannin 
substances capable of forming anthocyanin. On dis- 
integration of eyanoplast, anthocyanin colours the cell-sap, — — 
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22B. WheMale, M., *On the Formation of Anthocyanin,’ 

J. Genetics, Cambridge, 1911, i, pp. 133-157. 

It is suggested that anthocyanin is formed from gluco- 
sides of xanthones and flavones, and that the reaction 
takes place in two stages. First, the hydrolysis of gluco- 
sides by an enzyme, and then the oxidation of the free 
fiavonc by oxidase. Summarj- of evidence in favour of. 
the hypothesis. pp- 11? 101, 112 

227. *Wissemaiin, E., Beitrdge zur Kennlnis des Auftretens 
mid der topographischen Verteihmg von Anthocyan und 
Gerbsto^ in vegetaiive?i Organen, Dissertation, Gottingen, 

1911, 110 pages. 

Respective distributions of anthocyanin and tannin and 
connection between the same, — — 

228. 1912, *Chodat, R., ‘Les pigments vegctaux,’ VerhandL 

schweiz, Naturforsch. Ges., 95 Jahresversamml., Altdorf, 

, 1912, pp. 79-95. 

Action of tyrosinase on gallic acid produces a series of 
pigments resembling anthocyanin in their reactions. 
Suggestion made that anthocyanin is derived from tannins. — — 

229. Keeble, F., and Armstrong, E. F,, ‘The Oxydases of 
Cytisus A-dawA," Proc. E. Soc., London, 1912, lxxxv B, ^ 
pp. 460-465. 

Oxidase reactions of flowers of CL purpureus, 0. Adami 
and O. Laburnum support view of Baiir that Adami is a 
periclinal chimera, composed externally of purpureus and 
internally of Laburnum, — — 

230. Keeble, F., and Armstrong, E. F., ‘The Distribution of 
Oxydases in Plants and their Role in the Formation of 
Pigments,’ Proc, E, Soc., I^ondon, 1012, lxxxv B, pp. 214- 
218. 

Oxidase tests upon tissues of plants of all varieties of 
P, sinensis support view that anthocyanin is the product 
of activity of an oxidase, and that albinism in Primula is 
due to loss of chromogen. pp, 11, 117 

231. Keeble, F., and Armstrong, E. F., ‘ The Role of Oxydases 
in the Formation of the Anthocyan Pigments of Plants,’ 

J, Genetics, Cambridge, 1912, n, pp. 277-309. 

Previous paper in greater detail, pp. 11, 117 

232. Hierenstein, M., ‘Beitrag zur Kenntnis der Antho- 
cyanine. II. Debar ein anthocyanin-artiges Oxydations- 
produkt des Chrysinsi’ Ber, D. chem, Ges,, Berlin, 1912, 

XLV(I), pp. 499-501. 

Description of a red pigment, formed on oxidation of 
chrysin by oliromie acid, and similar to that prepared by 
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tlie sanjo luetliod from quercetin {see No. 224). .Prtxlut'i 
re.seiTibies anthocyanin in some of its properti(,ns, sinve h 
gives a biue colour with alkalies, and red witherniftaitroted 
sulphuric acid. — — 

1913. Atkins, W. E. e., ‘Oxidases and t-heir Inhibitors in 
Plant Tissues,’ ;S'c/. Proc. M, Soc., Dublin, 1913, xrv (N. S.), 
pp, 144-156. 

Account of oxidase tests with tissues of varitjus plants. 

Special attention given to comparison of distribution of 
oxidases and pigment in the genus Jrw. p. 119 

Combes, E.. ‘Production experirnentale d’une antho- 
cyane identique a celle qui se forme dans ies feuiJIes rouges 
en autornne, en partant d’un compost extrait dcs feuilles 
vertes,’ C. R, Acad, ad.^ Paris, 1913, CLVrr, pp. 1002-1005. 

By treating yellow pigment (fiavone) occurring in 
Ampelopsls with nascent hydrogen, the author obtains a 
purple substance which he maintains to be identical with 
natural anthoeyanin. Hence, contrary to previous views, 
anthocyanin formation from a fiavone is brought about by 
reduction, not oxidation. See text. pp. 14, 121 

Combes, E., ‘Passage d’un pigment anthocn^aniciue 
extrait des feuilles rouges d’automne au pigment jaune 
eontenu dans ies feuilles vertes de la meme pi ante,’ C. B, 

Acad, aci., Paris, 1913, CLVii, pp. 1454-1457. 

Crystalline anthocyanin from Ampehpsls is converted 
into a fiavone by oxidation with hydrogen peroxide. See 
text. pp. 14, 121 

Combes, E., ‘Untersuchungen hber den cliemisehen 
Prozess der Bildung der Anthokyanpigmente,’ Bor. I), hot, 

Ges., Berlin, 1913, xxxi, pp. 570-578. 

Repetition of last two papers. ^ — — 

Jones, W. N., ‘The Formation of Anthocyan Pigments 
of Plants. Part 5. The Chromogens of White Flowers,’ 

Proc. B, Soc,, London, 1913, lxxxvi B, pp. 318-323, 

Investigations on presence of chromogens and oxidases 
in white flowers. See text. p. 120 

Jones, W. N*, ‘Some Investigations in Anthocyan 
Formation,’ Eep, Brit. London, 1913, p. 713. 

Anthocyanin formation considered to be the result of 
y! _ ' an Qxidase system. SuAimary of previous papers. — — 

/ ; Koebie, Aifmstrong, 1* F., and Jones, W* 'Tlie 
Fortpation of tho Anthogyan' Pigmepts of Plants. Fart 4. , ' 

The Chromogens,’ Proc. R. Soc*^ London, 1913, nxxxvxB, 

' '■ \pp., 308-311 " / ' ; 

Hypothesis, that anthocyanin is formed by oxidation , 
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of (‘-hromogen by an oxidase, is further suiDported by 
phenomena connected with the behaviour of pigment in 
aJcohoI and water solutions. See text. pp* 47, 119 

Keeble, F., Armstrong, K F., and Jones, W« ‘The 
Formation of the Anthocyan Pigments of Plants. Part 6.’ 

Froc. F. Soc,, London, 1913, lxxxvti B, pp. 113-13L 
Purple pigments are obtained by treatment of flower 
extracts with nascent hydrogen, and subsequent oxidation. 

Suggestion that preliminary reduction plays a part in 
pigment formation. pp. 13, 122, 123 

Moiisch, H.5 Mikroohemie der P flame, Jena, 1913, 
pp. 236-241. 

Microehemical reactions of anthocyanin; occurrence 
as crystals, etc. — — 

Peehe, K.» "Ueber eine neue Gerbstoftreaktion mid ihre 
Beziehung zu den Anthokyanen,’ Ber, D. boL Ges,, Berlin, 

1913, XXXI, pp. 462-471. ’ 

A new microchemical reaction for tannins which gives 
a colour resembling anthocyanin. Ceils containing iron- 
greening tannins give, with potash solution and formol, a / 

blue-green pigment which becomes red with acids, and is f 

similar to anthocyanin except in its solubilities. — 

Tswett, M., ‘Beitrage zur Kenntnis der Anthocyane. 

Ueber kiinstliches Anthocyan,’ Biockem, Zs., Berlin, 1913, 

LViii, pp. 225-235, 

Artificial anthoeyaiiin-like substances can be obtained 
from alcoholic extracts of many colourless parts of plants 
by treatment with aldehyde and hj^drochloric acid. See 
, text. , p. 123 

Wheldale, M., ‘The Flower Pigments of Antirrhinum 
majus. 1. Method of Preparation,’ Biochemical Journal, 
Cambridge, 1913, vii, pp, 87-91. 

Preparation and purification of anthocyanin pigments 
from varieties of Antirrhinum majus. See text. 

pp. 12, 58, 69, 113 

Willstatter, R., und Everest, A. E., ‘ Ueber den Farbstoffc' 
der Kornblume,’ Liebigs Ann, Chem,, Leipzig, 1913, cccoi, 
pp. 189-232. 

Method of extraction and preparation of blue pigment 
from CornfiiOwer. Suggestions as to constitutional for- 
mulae for red, purple and blue anthocyanins. See text. 

■ ' , ,, , , ■ ' pp. p, 45,, 46, 47, 50, 52, 56, 58, 72, 112 _ ” 

'1014. Atkins, W. R* Oxidases and their Inhibitors in 
Plant Tissues. Part 2. The Flowers and Leaves of In>,’ 

Bci, Proc. R. Soc,, Dublin, 1914, xiv (N. S.), pp. 157-168. 
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Correlation between dist-fibwtion of anti toeyaii in and 
that of oxidases and inhibitors, ] 

AtMns, W. E. G., ‘Some Recent Work on Plant Oxi- 
dases/ Set. Progr,^ London, 1914, ix, pp. 11,2-729. 

Svunnmry of situation as regards connection ixdwecjn 
pigment formation and oxidase reactions. 

Everest, A, E., ‘The Production of Anthot'vaTiins and 
Anthocyanidins/ Proc. H. Soe,, London, 1014, nxxxvir iC 
pp. 444”“452. 

Account of the prod action of pigments, w’hieh are claimed 
to be true authoeyanins, by r<*duction of flaeoru'S witii 
nascent hydrogen. See text. pp. ii2 

249. Everest, A. E., ‘The .Production of Anihoeyanins and 
Anthoeyanidins, Part 2.’ Proc. E, Sac,, Jjondon, 1914, 
Lxxxvni B, pp. 326-332. 

l^urther evidence to prove identity of artificial and 
natural anthocyanins which has been questioned by 
Wiilstatter and also by Wheidale and Bassett. p 

250. ‘Everest, A. E., ‘A Note on Wheidale and Fhissett’s 
Paper “On a supposed Synthesis of Anthoeyanin,” ’ 

J. Genetics, Cambridge, 1914, iv, pp. 191-192. 

Further remarks on the identity of artifieiai and natural 
anthocyanins. *— 

and Russell, E. J., ‘The Study of Plant Plnz,vmes, particu- 
larly wdth relation to Oxidation/ Rep, Brit, x4.s%5., London, 
1914, pp. 108-109. 

Tt is pointed out that*every oxidation invoive?B also a 
reduction. Hence the concurrence in distribution between 
oxidases and pigments need not necessarily prove the pig- 
ments to be formed by oxidation. Borne such view be- 
comes necessary if the reduction hypothesis of anthocyanin 
formation be retained. — 

252. Tswett, ’M., ' ‘2!ur' Kenntnis' des *‘vegetaMlisclien 

Chamaeleons/’ ’ Ber, D. hot, Qes,y Berlin, 1914, xxxii, 

pp. 61-68. 

Discussion of the acid and alkali reactions of antlio- 
cyanin, and Willstatter’s hypothesis as regards them. xHso 
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Stahl’s views are adversely criticised. See text, 

v'' ' ' . - pp. 22? 132, 138 
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407. KeeMe, P. W., ‘The Bed Pigment of Flowering Plants,* 
ScL Pro(p\^ London, 1897, vx (K. S. x), pp* 406-42 L 

General aeeoiuit of the physiological significance of 
anthocyaniri, 

408. 1898. Montemartini, L., ‘Sopra la stirnttora del sisterna 

assinii latere nei fusto del Polygmmm HtehoMil,'' Alalpighia, 
Genova, .1898, xii, pp. 78-80. 

Bed s|xots on the stem are found to corrcfsporid to an 
area of epidermal anthoeyanin-containing cells round the 
stomata, Beneatli this area is assimilating tissue. The 
suggestion is made that anthoeyanin protects cliloropiiyll 
from too intense light. 

409. 1899. Macehiati, L., ‘ UfHcio dei peli, deiP aniocianina e dei 

nettarii estranuziali delF Ailanihus glmidulona,' BolL Soc. 
hot, itaL^ Firenze, 1899, pp. lOS-112. 

Suggestion that anthocyaniri acts as a screen against 
too bright light and excessive transpiration. 

410. 1900, Hansgirg, A., ‘Zur Biologie der Laubbiatt6n%’ SitzBer, 

Bolun, Ges. Wtss., Prag, 1900, No. 20, 142 pages. 
Classification of leaves into physiological types. 

411. 1901, Linsbauer, L., ‘Untersuchungen liber die Durchlfmch- 

tung von Laubblattern,* Beiheft z. BoL Cenimlbl.^ Cassel, 
1901, X, pp. 58-89, 

Slight reference to the significance of anthoeyanin as a. 
light screen. 

412. Smith, P. G-., ‘On the Distribution of red ('Olor in vege- 
tative Parts in the New England Flora,’ Bot. Ckiz., Chicago, 
TIL, 1901, xxxn, pp. 332-342. 

Distribution of anthoeyanin in plants growing in 
various situations, wet and dry, shady and sunny. Short 
discussion on significance of anthoeyanin ; no conclusion, 
reached. 

413. Thomas, Pr., ‘Anpassung der Winter bill tier von 
Galeohdolon luteum an die Warmestrahlung des Erdbodens,’ 
Ber. D. hot Ges., Berlin, 1901, xix, pp. 398-403. 

A suggestion that anthoeyanin in the under surface of 
the leaf increases the ^capacity of the leaf for absorbing 
warmth from the ground. 

414. 1902. Casares, Gil A., '‘Algunas ' observaciones sobre la 

coioraeidn rojiza de ciertas hepatieas,* Boletin de la Sociedad 
Espanola de Historia Natural, 1^02, ii, pp. 207-21 1 . 

Pigment ( ? anthoe^^anin} in certain species of Liver- 
worts. It is developed on under surfaeevS, wdiich roll over, 
and, protects thallus from undue; exposure' to the more 
refrangible rays of sanlight. V. 
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415. ’^Tliomas, Fr., *Uebor die Winterblatter von Oaleoh- 

•dolon lutewn,' Mittheilung dee Thuringischen boimvisehen 
Vereins, K. F., 1902, xvi, p. 13, 

Probably as in paper above (No. 413). • — — 

410. 1 903, Koning, 0. J., en Hemsius, H. W., ‘ De beteekenis en bet 
ontstaarj van bet aritbocyaan in bladeren,’ Ned. KruidJc. 

Arch., Nijmegen, -1903 (ser. 3), ii, pp. 1011-1018. 

Results support view that antbocyanin favours trans- 
location of starch by protection of diastase. p. 132 

417. 1905. *Hryniewiecki, B., ‘Antocyan a wytrzymatosd roslin 

na zimno (Antbocyan und Winterharte der Pfianzen),’ 
Wszeckm>iaf, Warszawa, 1905, xxiv, p. 687. 

Red-leaved beech more readily acclimatised than green- 
leaved. — — ■ 

418. Tischler, Gr,, 'IJeber die Beziehungen der Anthocyan- 
biidung ziir Winterharte der Pflanzen,’ Beihefte z. Bot, 

CentmlbL, Cassel, 1905, xvm, pp. 452-471. 

Greater endurance of red-leaved varieties to low tem- 
peratures. Reasons suggested. — 

419. 1908. ^Scbilberszky, K,, ‘Az antboczian elofordulasardl 6s 

elettani szereperol (Ueber das Vorkommen und iiber 
die pbysiologische Rolle des Antbocyans),’ Potf. Termt. 

KdzL, Budapest, 1908, xl, pp. 153-155. — — 

420. 1 909. Smith, A. M., ‘ On the Internal Temperature of Leaves 

in Tropical Insolation with special Reference to the Effect 
of their Colour on the Temperature,’ Ann. B. Bot. Oard., 

Ceylon, 1909, iv, pp. 229-298. 

Author has shown experimentally that red leaves have 
a higher temperature than green. pp. 7, 22, 131, 139 

421. 1910, Weevers, Th., ‘Kurze Notizen in Bezug auf die Antho* 

cyanbildung in jungen Bchosslingen der tropischen 
Pflanzen,’ Ann. Jard. hot., Buitenzorg, 1910, 3^^^^® sup., 

R partie, pp. 313-318. 

List of plants inhabiting iamp tropical forests and 
developing antbocyanin in young shoots. p. 22 


BIOLOGICAL SIGNIFICANCE OF ANTHOCYANINS 

422. 1877. ^Ktmitze, 0., ‘Die Schutzmittel der Pflanzen gegen 
Thiere und Wetterungunst," Bot. Ztg., Leipzig, 1877, 
Supplementheft. ' : ' . ' '' 

Suggest! on that red ool our in plants may resemble blood 
to^ ^ and ther^^^o ^^etive. 
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:',423. '1S8S,, Fooke® W» 0., "Die Verbreitroig beorentrageiider 
Pfia,n:^en diireh die Vogel,’ Ahh, naiw, Ver,, Bremeii, 1888, 

X, p. 140, 

Examples of ca.ses of distribution of fruits. p. ] 26 

424. 1889. ^Ltiiwig, F., ‘ Extrarmptiale Baftmale bei Ameiseii- 

pdanzen,’ Humholdt, 1889, viii, pp. 294-297. 

Red pigmented cushions and lines denote the path to 
extra-floral nectaries (ep. honey-gviides) in l7npatiens, 
Vibimium and Samhucua, — — 

425. 1891. Ludwig, F., ‘Die Beziehungen zwischen Pflanzen iind 

vSchneeken,’ Belhefte z. Bot, Ce^itralhL, Cassei, 1891, i, 
pp. 35-39. 

Red colour as a warning signal to animals. — 

426. 1898. Kxiuthi¥»i HandbiichderBlUthenhiologie,'LeipzigflS^S, 

{Handbook of Flower Pollination, Translated by J. R. 
Ainsworth Davis, 3 vols., Oxford, 1906, voL t, pp. 212-380.) 

Full bibliography relating to biological significance of 
anthocyanin. pp. 7, 126 

427. 1899. Maechiati, L., ‘Osservazionismnettarii estraimziali del 

Prunus Laurocerasus^ BolL Soc. bot itah, Firenze, 1899, 
pp. 144-147, 

Anthocyanin as guide for insects to extra-floral 
nectaries. — — 

ANTHOCYANINS' AND ' GENETICS 

428. 1817. Hopkirk, T., Flora Anomoia. A General View of ike 

Anomalies in the Vegetable Kingdmn, London, 1817, 187 
pages. 

An interesting account of variation in plants. A section 
is devoted to variation in flower-colour, and lists of species 
are given in which the colour varies from blue, purple, or 
red, to white: red to blue; red to yellow, etc. Also 
variation in colour of fruits. The causes of variation are 
discussed. " , ' ■ PP* 204, 217 

429. 1834. ScMbler, G., und Laehettmeyer, 0., ‘Dntersuchungen 

liber die Farbenveranderungen der Bliithen,’ J. prahL 
Okem., Leipzig, 1834, i, pp. 46-58. 

An account of the effect of dii^ereiit soils on the flower- 
colour of Eortemia spedosa. Cases of change in colour 
‘ with varying age of flowers are mentioned (ex. Boragi- 
. naceae). . , F* 

430. 1849. Gartner, C. F* von, Versuche und Beohachtungen uher die 

Bastarderzeugung im Pflanzenreichi Stuttgart, 1849. 

Inheritance of flower-colour in hybrids. ‘™“ 
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43L 1872, Hoffmann, H„ ‘Ueber Variation,’ Bot. Zig,, Leipzig, _ . 
1872, XXX, pp. 529-539. 

The causes of variation in ffower-coloiir are dealt with. 

The effects of chemical, substances, temperature, light, 
water and cross -fertilisation on variation are discussed. 

Also the fixing of varieties. — — 

432. 1874 . Papaver Rlioeas,'L.; BoL Zlg., 

Leipzig, 1874, xxxii, pp. 257-269. 

An account of the variations noted in cultures of 
Papaver. ' 

433. Hoffmann, H., ‘Zur Kenntniss der Gartenbohnen,’ BoL 
Ztg,, Leipzig, 1874, xxxii, pp, 273-283, 289-302. 

Variation in flower- and seed-colour in cultures of beans. — — 

434. 1875, Hoffmann, H., ‘Cuiturversuche,’ Bof. Ztg,, Leipzig, 

1875, xxxiii, pp. 601-605, 617-628. 

Va,riation in flower-colour in cultures of species of 
Clarhia, Oollinsia, Datura, Gilia, Godetia, GypsophyUa, 
Hydrangea, Myosotis and others. — — 

435. 1876. Hoffmann, H., ‘Culturversuche,’ Bot, Ztg.^ Leipzig, 

1876, xxxrv, pp. 545-552, 561-572. 

Variation in flower-culture colour in cultures of Althaea 
rosea, Cheiranthus Cheiri, and species of Linum, Lychnis 
and Primula. — — 

436. 1877. Hoffmann, H., ‘ Culturversuehe,’ Bot. Zig., Leipzig, 

1877, XXXV, pp. 265-279, 281-296, 297-306. 

Experiments on the effect of darkness, mechanical 

bending, temperature, chemical substances, etc., on 
variation in Papaver. — — 

437. 1878. Hoffmann, H., ‘Culturversuche,’ Bot. Ztg., Leipzig, 

1878, XXXVI, pp. 273-286, 289-299. 

Variation in flower-colour in cultures of Atropa Bella- 
donna and fruits of Prunus Avium. — — 

438. 1879. Hoffmann, H., ‘Culturversuche,’ Bot. Ztg., Leipzig, 

1879, xxxvii, pp. 177-187, 193-207, 569-576, 686-595, 

•601-604. 

Variations in flower-colour in cultures of Anagallis 
coerulea, Papaver and others. — — 

439. 1881. Foeke, W. 0-, Die Pflanzen-miachMnge, Berlin, 1881. 

Very complete account of hybridisation among 
Phanerogams. — — 

440. Hoffmann, H,, ‘Culturversuche fiber Variationen,’ 

Boi. Ztg., Leipzig, 1881,vXo:ix, pp. 105-110, 121-125, 

137-143. \ ;; / . . ' 

Variation in flower-colour in cultures of Anthyllis 
Vulneraria and Glaucium Inteum. . , — — 
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441. HolfmailB, H., ‘Biickblick auf mciiie Variatioiis- 
Versuche,’ BoL Ztg.^ Leipzig, 1881, xxxix, pp. 345-351, 

301-368, 377-383, 393-399, 409-415, 425-432, 

Besiime of previous experiments. — 

442. 1882, Hoffmann, H., ‘Cultnrversiiche iiber Variation,' Bof. Zig., 

Leipzig, 1882, XL, pp. 483-489, 499-514. 

Variation in flower -colour in cultures of Fopaver 
alpinumt P. soynniferum, Dianthns superhus and others. — — 

443. 1883. Hoffmann, H., ‘ Culturversuche iiber Variation,’ Bo/. 

Ztg., Leipzig, 1883, xw, pp. 276-281, 289-299, 305-314, 

321-330, 337-347. 

Variation in flower-colour in cultures of Anemone 
nemorosa, Phyteuma spicatumt and others. — — 

444. 1884. C5roff, E. S., ‘The Belation of Color to Flavor in Fruits 

and Vegetables,’ Amer. NaL, Philadelphia, 1884, xviii, 
pp. 1203-1210. 

Many cases are quoted in which there is a. distinct — 
often strong and unpleasant— flavour when colour is 
present in fruits and vegetables. See text. p. 205 

445. Hoffmann, H,, ‘Culturversuche iiber Variation,’ BoL 
Ztg.^ Leipzig, 1884, xm, pp. 209-219, 225-237, 241-250, 

257-266, 275-279. 

Variation in flow-er-colour in cultures of species of 
Papaver and Eaplianus. — — 

446. 1887. Pocke, W. 0., ‘Die Culturvarietaten der Pflanzen,’ 

Ahh. natw. Fer., Bremen, 1887, ix, pp. 447-468. 

General discussion on valuation. Examples are given 
of variation in colour of flowers, fruits, roots, etc., under 
cultivation. — — 

447. Hoffmann, H., ‘Culturversuche iiber Variation,’ BoL 
Ztg., Leipzig, 1887, xlv, pp. 24-28, 40-45, 55-57, 72-70, 

86-90, 169-174, 233-239, 255-260, 288-291, 729-746, 753- 
761, 769-779. 

Variation in flower-colour in ciiltures of Anagallis 
arvensis^ Anthyllis Vulneraria, Atropa Belladonna, Die- 
tamnus Fraxinella, Digitalis purpurea and others. — — 

448. Jager, H., ‘Zm* Farbung der Blutbuche,’ Gartenflora, 

Berlin, 1887, xxxvi, pp. 40-41. 

Suggested correlation between young wood colour and 
leaf colour. — — 

449. Webster^ A. B., ‘Change of Colour in the Flowers 
of Anemone nemorosa,^ «7. BoL, London, 1887, xxv, 
p. 84. 

Colour of flowers is said to depend on nature of soil in 
which plants were growing. — — 
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450. 1888* Pammel, jL. H., ‘Color Variation in Flowers of Dd- 
j)hmiunh^' BoL Gaz,, Crawfordsville, Indiana, 1888, xiii, 

p. 216. 

Becord of colour varieties of D, tricorne occurring 
naturally. 

45 L 1889. *Focke, W, O.J ‘Der Farbenwechsel der Bosskastanien- 
blunien,’ Verh, hot. Ver., Berlin, 1889, xxxi, pp. 3 08-1 12. 

Changes in colour in flowers after fertilisation. 

452. Kemer von Marilaum, A,, ‘Ueber das Wechseln der 
Bliithenfarbe an einer und derselben Art in verschiedenen 
Gegenden,’ Oest. Bot. Zs., Wien, 1889, xxxix, pp. 77-78. 

The distribution of different colour varieties of any 
species may be determined by colour contrast (and con- 
sequent attraction for insects) with flow'ers of other species 
amongst which it grows. 

453. 1890. Jacobasch, E., ‘Verschiedene Bliitezeit der rot-, blau- 

und weissbliitigen Form von Hepatica triloba Gil. und 
Umwandiung der ISTormalform in die Rote,’ Verh. hot. Ver., 
Berlin, 1890, xxxi, pp. 263-254. 

Observations on the time of flowering of different 
colour-varieties. Author suggests that cold may cause 
variation in colour. 

454. ^Komicke, ‘Varietatenbildung im Pflanzenreiche,’ 
Sitzungsberichte der niederrheinisehen Gesellschaft fur 
Naturkunde, Bonn, 1890, pp. 14-20. 

Mention is made of the influence of soil on the colour 
of plants. A case is quoted where development of red and 
violet colour in Maize-cobs, due to effect of soil, is said to 
have taken place. 

455. 1891, Eckert, J. P., ‘Some Peculiar Changes in the Colour of 

the Flower of Swainsonia procumbensf Nature^ London, 
1891-1892, XLV, p. 185. 

The corolla is at first lilac, but changes later to crimson 
in places and blue. Petals may assume original colour and 
go through the gradations once more. 

45.6. 1892. Guinier, E., ‘Sur la coloration accidentelle de la fleur 
du Fraisier common,’ Bui. $oc. hot., Paris, 1892, xxxix, 

^ pp. 64-66. 

An account of the occurrence of a variety of strawberry’' 
with reddish -purple flowers. 

457. 1893. mot, X., ‘Observations sur la coloration rosee ou 
erythrism^e des fleurs horraalement blanches,’ Bui soc. 

^ ‘ ’ hot, Paris, 1893,' xn, pp. clkxxix-cxciv. 

List of species ip wMch flowers ^ of the types are 
. without anthocyanin, and which give rise to varieties 
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with anthocyaniti, or to coloration with aiithocyaoin 
under certain conditions. 

458. HiMehrand, F,, ‘Ueber einige Variationen an Bill then,’ 
Ber, I), bol. Geb\, Berlin, 1893, Xi, pp. 476--4S0, 

The author notes the occurrence, ainoiig the pale blu(^ 
flowers of Iris flormimUy of a sudden ‘sx)ort ’ (in some 
individual flowers) which had a lai’go portion of tiie 
perianth dark violet. Also a hybrid Dahlia (from red x 
white) was found to produce both red and white flowers 
and pure red flowers at different times. 

459. Newell, H., ‘The Flowers of the Horse Chestnut,’ 
Bot. Gaz., Bloomington, Indiana, 1893, xvxii, pp. lOT- lOO. 

Change of colour in flowers with age. 

460. Fraeger, R. L., ‘Colour- variation in Wild Fiowei\s,’ 
Irish NaL, Dublin, 1893, li, pp. 174r-175. 

The author gives a list of colour- variations he has noted 
in British wild flow^ers: ex. Scabiosa succiaa (white, pink), 
Orchis mascula (white, flesh-colour), Jasione moniana 
(pink): white of Scilla verna, Vicia seplum, Tri folium 
pratenae, Epilobiuni montanmn and many others, 

461. 1894 . Chabert, A., ‘Les variations a fleurs rouges de certains 

Galium f BuL soc. hot,, Paris, 1894, xli, pp. 302-305. 

In connection with a red-flowered variety of Galimn 
silvestre found by Gillot (see No. 457), the author objects 
to its being called a new variety ; he believes ‘ ery thiism ’ 
on the contrary to be merely due to chemical nature of 
the soil, etc. He quotes cases of occuiTonce of red- 
fiowered individuals of other species of Galium. 

462. Gillot, X., ‘Variations paralleles a fleurs rouges des 
especes du genre Galium f Bui. soc. hot., Paris, 1894, xli, 
pp, 28-30. 

Record of red-flowered varieties of Galium spp,, tlie 
types being normally white-flowered. 

403. Meehan, T., ‘Contributions to Life Histories of Plants. 

On Purple-leaved Plants, No. 11/ Proc. Acad. 'Nat. set., 
Philadelphia, Pa,, 1894, pp. 162-171. 

Note on grafting of blood- variety of Betula on type. 

464. - ' Fillsbnry, J, H*, ‘On the Color Description of Flowers/ . 

Bot. Gaz., Madison, Wisconsin, 1894, xix, pp, 15-18. 

Attempt to classify and define-terms used for colour by 
means of a mechanical device. 

465. 1895, Frehn, J., ‘ITeber das ..Vorkommen zuweilen weiss- 

bluhender Pflanzen,’ Schr.*natw. Far., Kiel, 1895, x, 

iillliililllliS 

Author gives a list' of white-flowered varieties he has 
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found among wild plants. Includes white varieties of 
Cardmis crispiis, Gentaurea Cyamis, Aster TripoUum, 
Cichoriiim Intyhus, Campanula Trachelmm, Echium vulgare 
and many others. 

ms. 1896. Hildebrand, F., ‘Einige biologische Beobaehtungen,’ 
Ber. !>. hot. Ges., Berlin, 1896, xiv, pp. 324-331. 

Further observations on a hybrid Dahlia (see No. 468). 
It was found that the production of completely red flowers, 
or of red and white flowers, was influenced more or less by 
nutrition. Same kind of phenomenon observed with 
jjurple and white Petunia. 

467. 1897. Molisch, H., ‘ Der Einfluss des Bodens auf die Bliithen- 

farbe der Hortensien,’ Bot. Ztg., 'Leipzig, 1897, LV, pp. 49-61. 

Effect on flower-colour of adding salts of iron and 
aluminium, and many other substances, to the soil. See 

-f ''.''yV'' 

468. Zopf, W., ‘Ueber den Einfluss des Bodens auf die Farbe 
der Hortensiabliiten,’ Die Natiir, Halle a. S., 1897, XLVi, 
pp. 318-319. 

Blue colour produced in flowers by artificial use of 
aluminium salts in soil. See text. 

469. 1898. Hasslinger, J. von, ‘Beobachtungen liber Variationen 

in den Bliiten von Papaver Rhoeas, L./ Oest. Bot. Zs., Wien, 
1898, XLvm, pp. 139-141. 

Becord of variation in blotches (purple anthocyanin) at 
the base of the petals. 

470. 1899. Bnchenau, F., ^Zwei interessante Beobachtungen an 

Topf-Pelargonien,’ Abh. natw. Ver., Bremen, 1899, xvi, 
pp. 274-277. 

Author describes a scarlet-flowered Pelargonium plant 
with a branch bearing rose-coloured flowers. 

47 L Jackson, B. B., ‘A Review of the Latin Terms used in 

Botany to denote Colour,’ J. Bot., London, 1899, xxxvn, 
pp. 97-106. 

Classification of Latin terms used for various colours. 

472. 1900. Correns, 0., ‘Ueber Levkojenbastarde,’ Bot. Centralhl., 

Cassel, 1900, nxxxiv, pp. 97-113. 

Preliminary experiments on inheritance of flower- 
colour in Stocks are included (violet, red and white). 
Relation of flower- to seed-colour. 

473, Hildebrand, F„ ‘Ueber Bastardirungsexperimente 
zwischen einigen Eepatim-Axten,'' Bot. Oentralbl., Cassel, 
1900, nxxxiv, pp. 65-73,V-'th : 

Inheritance of flower-colour and other characters in 
crosses between diflerent species of Hepatica. 
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474. Vries, H. ie, ‘Der Bpaltimgsgesetz der Bastarde,’ Ber. 

I), hot. Gcs.y Beriia, 1900, XYixi, pp. 83-00. 

Early record of eases of jMeiKielian dorninaace and 
segregation. Certain instances of coloiir-variation are 
included, i.e. in Fapaver, Anilrrhinumt Poleinonriim, 

Lyclmls^ Daltira^ Clarl'ia, TriJoUtim and others. 

pp. 156, 157, 164, 172, 184 

:475. 1901. B.ateson,., W*, and Saimders, E. R., ‘Experiinente^^^^ 

Studies ill the Physiology of Heredity,’ Rep. EvoL Com. 

Roy. Soc., London, 1901, Rpt. r, 160 pages. 

Experiments on inheritance of colour in flowers of 
Lychnis: in flovrers and fruits of Atmpa *<md Datum: in 
flow’ers of Maithiola. vSee text. 

pp. 9, 151, 156,. 1^1, 164, 168, 169, 180, 181, 183, 184 

476. Correns, C., 'Bastarde zwischen Maisrassen,’ Bihl. hot., 
Stuttgart, 1901, x, pp. xii + 161. 

Important account of inheritance of colour (ant ho- 
cyanin) and other characters. See text. pp. 157, 179 

477. Coupin, H., *La couleur des fieurs de la fiore fran^aise,’ 

G. B. ass. f rang, avanc. sci., Paris, 1901, 2® partie, pp. 500- 
520. 

Statistical study of the flora of France showing per- 
centages of different flower-colours in various natural 
orders. Also percentage of colours in various habitats, 
viz., forests, mountains, dry and wet regions, sea-shore, etc. — — 

478. Taliew, W., ‘Ueber den Polychroismus der Friihlings- 
pflanzen,’ Beikefte z. BoL CmtralhL, Cassel, 1903, x, 
pp. 562-564. 

The author maintains that there is greater variation in 
flower-colour in species of spring plants than others. He 
suggests it may be due to the conditions to which they 
are exposed at this season. Many examples are quoted 
including Anemone, Tulipa, Iris, Myosotis and Primula 

479 . Tsehermaks E. von, ' Weitere Beitra-ge fiber Verscliieden- 
werthigkeit der Merkmale bei Kreuzung von Erbsen und 
Bohiien,’ Ber. D. hot. Oes., Berlin, 1901, xix, pp. 35-51.' 

A preliminary account of some cross-breeding in 
Phaseolus and Pisum. Among the characters obseryed 
are flower- and seed -colour. ^ pp. 156, 157,189 

480. 1902, Bateson, W., ‘Note on the Resolution of Compound 

' ' ‘ Charaeters by Cross-breeding, ’;Pfoc. FML Soc . , Cambridge, 

Suggestion as to the factors for inheritance of flow^er- 
colour in Antirrhinum. pp* 156, 158 
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4S1. Bateson, W., MendeVs Principles of Heredity, A 

Defence, Cambridge, 1902. 

References to inheritance of colour. — — 

4g2. Oorrens, 0./ Ueber Bastardirungsversuche xmtMirabilis- 

Bippen,’ Ber. D, hot, Ges., Berlin, 1902, xx, pp. 504-608. 

Experiments on inheritance of colour in flowers of 
Mirahilis Jalapa. Also crosses between M. longiffora and 
M, Jalapa. Scheme of factors suggested. pp. 156, 170 

483. Emerson, R. A., ‘Preliminary Account of Variation in 
Bean liybrids,’ Annual Report Nebraska Agricultural 
Experiment Station, Nebraska, 1902, xv, pp. 30-43. 

Pigmentation in testa of seeds of Phaseolus, p. 156 

484. Tschermak, E. von, ‘Ueber die gesetzmassige Gestalt- 
ungsweise der Misehlinge. Fortgesetzte Studien an Erbsen 

und Bohnen,’ Zs. Landw, VersWes., Wien, 1902, 81 pages. — — 

485. 1903. Oorrens, C., ‘Ueber die dominierenden Merkmaie der 

Bastarde,’ Ber, D. hot, Ges., Berlin, 1903, xxi, pp. 133-147. 

Definition of dominance. Partial and total dominance. 
Illustrations among flower-colour cases. p. 156 

486. Oorrens, 0., ‘Weitere Beitr^lge zur Kenntnis der 
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212, 229, 230, 231, 239, 240, 251 ; artificial 
anthocyanin, 122; oxidases, 117-120 
Aroideae, 27, 4i 
Artemisia, 28 

Arum, 19, 36, 135, 156, 161, 188, 190 
Ascherson, 27, 43 
Asclepiadaeeae, 43 
Aschpias, 39 
Askenasy, 5, 85, 88, 282 
Asphodelus, 238 

Assimilatory inhibition, anthocyanin as 
protection against, 131, 136, 137 
Aster, 38, 56; A. TripoUum, 156, 161, 286 
Atkins, 119, 283, 246, 247, 258 
Atriplex, 26, 56; A, hortensis, 36, 52, 164; 
A. Utoralis, 52 

Atropa, 27, 182; A. Belladonna, 32,, 154, . 

Numbers in heavy type dem 


156, 161, 180, 183, 241, 282, 283; A. 
Belladonna, hitea, 147, 161 
Autumnal coloration, 4, 6, 22 et seq., 80, 
89, 90; in Alps 23; on Danube, 22 
Avena 41 

Azalea, A.mdica.,2^; A. Vervae- 

ana 198 
Azolla, 17 

Balding era, 41 
Balfour, 127 
Balloia, 43 

Balls, 156, 165, 184, 188, 515, 523 
Banana, 153, 154 

Baptisia australis, 31 ; B. minor, 33 

Barley, 123; crown variety of, 153 

Bartlett, 116 

Bartsia, 25 

Basella, 52 

Basellaccae, 52 

Bassett, 12, 46, 50, 56, 114, 120, 124, 160, 
254, 255, 621 
Batalin, 89, 293 

Bateson, 9, 156, 157, 190, 209, 475, 480, 
481, 487, 496, 499, 500, 507, 516, 524, 549, 
550, 591; Antirrhinum, 158; Wd-varia- 
tion, 198, 199; ClarJeia, 147, 163; 
Lathyrus, 151, 152, 167, 181, 198, 206; 
Phaseolus, 173; Pisum, 174; Primula^ 
175; reduplication, 185 
Bauhinia, 21 

Banr, 10, 156, 159, 160, 170, 517, 536, 551, 
567 

Beech, 21, ^oe^Fagus', red -leaved, 41, 136, 
141, 198, 280 

Beet-root, 56, 130, sec Beta 
Begonia, 19, 26, 30, 101, 137 ; B. aeanilio- 
stigma, 34; B. discolor, 32; B. flori- 
bunda, 38; B. heracleifolia var. nigri-* 
cans, 134; B. macnlata, 30, 32, 34; B. 
semper flor CMS, 153 
Begoniaceae, 20, 42, 135 
Beilstein, 180 
Beilis, 98, 101, 152 
Benecke, 28, 312 
Bentham, 155 
Berberidaceae, 42 

Berberis, 26; B. vulgaris, 22, 154; B, 
vulgaris atropurpurea, 36 
Bergenia, 26 
Bemowitz, 96 

Berthold, 35, 38, 82, 84, 64 
Berzelius, 121 

Beta, 5, 52, 89, 100, 156, 162, 181, 246; 

B. vulgaris, 27, 36, 99, 154 
Betonica, 43 

Betula, 24, 26; B. alba, 23; red-leaved, 

Betulaoeae, 41 
Beulaygue, 88^ 339 
Beyerinck, 28, 303 
Bidgood, 10, 39, 40, 18, 488 
Biffen, 156, 167, 501 
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Bignoniaeeae, 43 

Bilberry, 9, 13, 46, 53, 56, 58, 62, see 
Vacclni'wm 

Billbergia, 234; B. giganiea^ 19 

Biological function of anthocyanin, 7, 120 

Bitter, 489 

Blackman, 87, 130 

Blecknum, 17 

Blltum^ 52 

Bohm, 32, 88 

Bokorny, 32, 99 

Bolton, 76, 218, 637 

Bommer, 116 

Bonnier, Gaston, 6, 25, 84, 102, 288, 289, 
294, 307, 328 
Boraginaceae, 43 
Borbas, 41, 38 
Bofscow, 145 
Bouifard, 189 
Bougainvillaea^ 26 
Boyle, 2, 8, 49, 55, 57, 107 
Braconnot 8, 110 
Bracts, anthocyanin in, 26 
Brandza, 41 

Brassica) 26, 34, 35, 88, 156; B. 7iapus^ 
163; B, oleracea, 31, 154; B, rapa, 163 
Braya, 42 

Briza, 41; B. media, 25 
BromeHaceae, 19, 35, 41 
Bromus, 41 
Brown, 132 

Bromnea grand iceps, 22 ; B. hjhrida, 22 
Brun, 364 
Buchenaii, 470 

Bud-scales, anthocyanin in, 21 

Bud- variation, 1 97-1 99 

Bunyard, 625 

Burbidge, 72 

Burgerstein, 352 

Burkill, 156, 163, 181, 184, 572 

Burtt-Davy, 157, 568 

BuscaHoni, 3, 32, 35, 36, 38, 91, 17, 614 

Butomus, 41 

Buxus, 17 

Cabbage, 29, 34, 123, see Brassica 

Gaesalpineae, 21 

Caladium, 19, 140 

Galamagrostis^ 41 

Calathea, 19 

Calceolaria, 293 

CallistepTius, 202 * 

Calluna, 36, 110; 0. vulgaris, 155, 29l 
Galystegia, 33 
Camelina, 42 

Camellia, 38, 194; 0, japonica, 191 
Campanula, 6, 27, 36, 215; O. alliariaefolia, 
202; C. latifoUa, 155; 0. medium, 147; 
O. persicifoUa, 18; 0. pusilla, 25; 

G, rotundifoUa, 155; G. Trachelium, 87, 
286 . 

Campanulaceae, 43 
CanavaUu, 150, 163 


Candolle, de, 4 

Ganna, 36; G. indiea, 07, 151, 156, iOJ.? 
Caprifoliaceae, 43 

Gardamine, 28 ; 0, anmra, 25 ; C. trijoiia, I S 
Garduus cnHpuH,2^Vii nufans/lX^-, G, 
palusfris, .1 55 

Garex aferrma, 25 ; C. afrfiin. 25 ; C. nigra , 
25 

Carles, 181 
Garlina, 25 

Carnation, 198, 217, sec Dinnfhas 
Carpels, anthocyamii in, 26 
Garpinus. 24, 26, 135; 0. Betuhis, 23 
Carrot, 123 
Gary a, 33 

Garyophyllaceae, 17, 42, 52 
Casares, 414 

Castanea, 24; G. vesca, 33, 30 
Gatabrosa, 41 
Gatalpa, 83 

Gaitleya, 41, 156, 163; 0. quadrimlor, 31 
Ceanotlius, 33, 83 

Gehsia,%^; C. variegaki cristaia, 191, 194 
Geniaurea, 13, 43, 58, 80, 191, 286; colour 
varieties, 147, 214, 215, 222, 223, 224, 
225, 226; pigment, constitation of, 75, 
76; preparation, of, 59, 72; pror>ertio 3 
of, 46, 47, 51, 52, 53, 56 
Geniradenia, 32 
Gentranthus, 155 
Centrospermae, 0, 52 
Gerastium., 30 
Geratopliyllum, 94 
Gercis, 42 
CerefoUimi, 100 
Cliabert, 155, 461 

Ghierophyllum Ckutaria, 25; C, syhxsiro, 
22; 0. temulum, 21, 22, 42 
Gharmenerium, 42 
Chap pel, 194 
Characeae, 127 
Chargueraud, 279, 280 
Chartier, 381 

Chatin 38, 39, 28, 34, 35 
Gheiranthus, 40, 110, 122, 148, 150; 
G, annuuB, 35; G. CJmri, 39, 149, 153, 
154, 191, 192, 282 
Chenopodiaceae, 47, 52 
Ghenopodium, 246; G, album, 36 
ChevalUer, 8, 113, 114, 115 
Chevreui, 24, 25, 134 
Chionanthus, 43 

Chlorophyll, bleaching of, by light, 127 : 
origin of anthocyanin from, 104; by 
oxidation, 104; by dehydration, 105: 
protection of, by anthocyanin, 127, 129, 

Chromogen, of anthocyanin, 4, 5, 8, 11, 
.■14,. 15,; $4, 85, 101, 102, 103, 117; and 
„ photosynthesis, 116; flavone as, 112, 114 
Ghrysanthe^num, 120, 150 
Ghrpin^ 1|0 


“ [ ' Numbers in heavy type demk papers in Bibliography 


308 


INDEX 


CJirysosphnium.f 17 
Church, 58, 59, 80, 1^7 
286 , 

Cmcraria, 38, 151, 215 
CintiamomuM, 21 
Circam^ 42 

CissuSf 35, 91; C, discolor, 20 

Glarlcia eUgans, 147, 150, 163, 282; C, 
pulchella, 191, 194 
Claudel, 54 
Claudius, 29, 184 
Clerodendron, 38 
Chez, 8, 44, 47, 126 
Cobaea, 

Cockerell, 150, 153, 156, 106, 181, 259, 
317, 602, 603, 611 
Godiaeum, 19 
Goffea, 32 
Colein, 59 

Coleus, 36, 43, 58, 59, 80, 248; C, Blumei, 
92; C. Verschaffeltii, 19 
Colgan, 19, 156, 161, 188, 73, 552 
Colin, 373, 381 
Colladon, 274 
ColUnsia, 282 
CoUomia, 33 

Colour-factors, 9, 10, 145; chemical inter- 
pretation of, 114, 207 et seq,; in vegeta- 
tive organs, 180-183; kinds of, 211-213 
Colour- varieties, 40, 145; albino, 147; 
and flavones, 207; and lioariness, 206; 
and vigour, 204 ; blue, 151, 214; cream, 
151; deep, 152, 213: effect of salts on, 
200; 202; of insolation on, 203-204: 
in fruits and seeds, 154; in nature, 155; 
pigments in, 222-225; plastid-yeilow, 
149; red, 147, 148,214; soluble-yellow, 
148, 215; tinged, 152, 213 
Golumnea picta, 33; C, Schiedeana, 32 
Combes, 58, 101, 106, 207, 208, 219, 220, 
234, 235, 236, 374, 377, 378, 379, 385, 
620; artificial anthocyanin, 14, 15, 121, 
122; carbohydrates in leaves, 117; 
decortication experiments, 4, 24, 82, 83; 
gaseous exchange in leaves, 91 
Combinations of pigments, 39, 40, 148-150, 

Comes, 126, 133, 388, 389, 390 
Commeiinaoeae, 19, 41 
Compositae, 43, 107, 155 
Compton, 157, 178, 569 
Conmm, 21, 42 

Constitution of anthocyanin, 75 
Convallaria, 30 
Convolvahceae, 38, 43 
Oorhvolmlus, 191 

Corclm'us, 156, 163, 180, 181, 184 
Cordemoy, de, 368 
Corenwinder, 268 

Coreopsis tinctoria, 156, 164, 184; <7,,var* 
brunnea, 164, 184 
Corispermum,' 

Numbers in liemyy type te 


Cornaceae, 43 

Cornflower, 15, 50, 57, 214, 215, see 
Gentaurea 

Cornus, 22, 36; 0. florida, 99, 100; O. 
mas, 22 ; 0. sanguinea, 22, 52, 89 ; O. : 
sihirica, 89 

Corolla, anthocyanin in, 26, 38, 39, 40 
Correns, 156, 157, 170, 174, 170, 197, 
472, 476, 482, 485, 486, 490, 497, 537 
Corydalis, 38 

Corylus, 24, 26, 36, 135; C. Avellana, 21; 

red-leaved, 154; G. tubulosa, 33 
Costerus, 297 
Gostus, 20 
Gofoneaster, 42 
Coupin, 41, 82, 477 
Courchet, 30, 32, 97 
Coutagne, 491 
Cramer, 85 

Cranberry, 13, 58, 76, 77, 214, 218, see 
Vaccinium 

Crassiilaceae, 27, 42, 107, 275 
Crataegus, 21, 22, 23, 88, 89, 110, 154; 

G, Oxyacantha, 153 
Crepis, 89 

Crocus, 5, 13, 88, 122; <7. aureus, 40; 0. 

satims, 87; C. vernus, 32 
Croton, 19, 36, 42 
Cruciferae, 18, 42, 107 
Crystalline anthocyanin, 34, 45, 46 
Crystalloids, anthocyanin and, 35 
Cucurbita, 27, 88 
Cucurbitaceae, 17 
Curtel, 313, 330 
Cuscuta, 4, 28, 43, 85, 89 
Cyanidin, 79, 220 ; in colour varieties, 223 
Cyanin, 79, 220; from Gentaurea, 13, 72, 
76; from Cranberry, 77, 218; from 
Eosa, 77, 218 

Cyclamen, 43, 123, 152, 194 ; C. europaeum, 
18; C, hederifoliuni, 18; G. persicusn, 
153, 191; (7. persicum gigantemn, 101; 
C, repand'Uni, 18 

Gydonia, 36, 42; O. japonica, 38 
Cynometra, 22 
Gynosurus, 27 
Cyperaceae, 17, 27 

Gypripedium, 38, 89, 41, 156, 164, 188, 190 
Gystopus, 268 

Cytisus Adami, 256; G, Alschingeri, 31; 
<7. Laburnum, 31, 256; C, purpiireus, 
256; G. scoparius, 31 
Czapek, 195 
Czartkowski, 382, 622 

Eactylis, 27 
Daffodil, 13, 122 

Dahlia, 146, 149, 223, 224, 225, 265; D. 

variabilis, 40, 148, 152, 191, 210, 215, 226 
Dalechampia, 38 
Daniel, 82, 337, 344 
Daphne, 164 
.D’Arbaumont, 35 
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Datura, 180, 282; D. Slramonium, 147, 
156, 164, 181, 184; D. Tahda, 164, 181, 
184 

Daucus Oarola var. Boissim Schuieinfurth, 

155 ' ;:■■■ 

DamlUa, 17 

Davis, 156, 172, 592, 604 
Decortication and anthocyaiiin, 4, 82 
Delphiriidin, 219, 221 ; in colour varieties, 
7224 '" 

Deiphinin, 78, 79, 219, 220 
Delphinium, 13, 26, 31, 40, 56, 58, 76, 80, 
110, 234; colour varieties, 223, 224; 
constitution of pigment, 78 ; preparation 
of pigment, 219; D, Ajacis, 147, 155, 
191, 192; D. Gonsolida, 191, 192; D. 
Gonsolida striatum plenum, 192 ; D, 
elatum, 31; D. formosum, 31; D. tri- 
color, 31; D. tricorne, 284 
Dendrobiuni, 41, 156, 165; D. chrysanthum, 
32; D. tirsiflarwm, 38 
Dennert, 30, 32, 39, 40, 14 
Dentaria, 28 

Deutzia, 36; D. gracilis, 101 
Devaux, 28, 89, 308 
Dezani, 214 

Dianthus, 33, 38, 42, 119; D. barbatus, 
118, 120, 147, 149, 152, 191, 194, 215; 
D. Garyophyllus, 31, 120, 148, 152, 191, 
215; 2 ). inodorus {sylvestris), 25; D, 
superbus, 283 
Dicentra, 35 
Dicotyledons, 30, 95 
Dictamnus, 147, 283 
Diels, 65 
Dielytra, 38 

Digitalis, 43, 110, 190; D. purpurea, 22, 
84, 155, 156, 165, 180, 181, 283 
Dionaea, 232 
Dippei, 183 
Dipsaceae, 43 
Dircaea, 33 
Doodia, 17 
Draba, 42 

Dracaena, 19, 36; D, Jonghi, 30, 32 
Dracocephalum, 26 
Drosera, 33 

Drought and anthocyanin, 24, 92 
Dryobalanops, 21 
Diicliatre, 266 
Dufour, 28, 89, 305 

East, 157, 178, 179, 182, 527, 538, 553, 570 
Eberhardt, 92, 347 

Dcheveria grandiflora, 38; M, meialUca, 28 

EcMum, 286 

Eckert, 455 

Egyptian Cotton, 165 

Elatine, 92 

Eleocharis, 17 

Ehdea, 98, 127, 128 ; E. canadensis, 93, 97 . 
Emerson, 156, 157, 483, 492, 528, 529, 554, 
571, 593, 605, 629; beans, 174, 185, 189; 


maize, 180, 182; striping, 193, 194, 195, 

197, 199 
Emery, 91, 309 
Empetrmn, 36; ill nigrum, J.54 
. 'Engejbnann, 7, 30 , 35 ^ 56 , 129 , 141 394 
Epaeridaceae, 43 
Epacris, 38 
Epidendrum, 31 

Epibbinni, 42; E, angustljoluim, 1.47; 
E, moiitanum, 19, 30, 285; E. parti- 
florum, 95, 100 
Epimedium, 33 
Epip}actis, 41 

Episcia, 19; E. cupreata, 33 
Erdmann, 51, 52, 53, 54, 618 
Erica, 38; E. cinerea, 155 
Ericaceae, 43, 107 
Eriophormn, 28, 30 

Erodium, 190; E. clcatarium, 188; E. 

Manescari, 31 
Eryngium, 42 
Erythriua, 27, 30 
Erythronium, 36 
Eucalyptus, 110 
Eucomis, 36 

Euonymus, 22; E, Europaeus, 22, 36; 

E. radicans, 99, lUO; E, verrucosus, 22 
Eupatoriwm atrorubens, 43; E, Ganna- 
binuni, 95 

Euphorbia, 26, 35, 42; E. amygdaloides, 18; 

E, Gyparissias, iOO 
Euphorbiaeeae, i9, 42 
Euphrasia, 43 

Everest, 112, 113, 114, 122, 123, 245, 248, 
249, 250, 260, 261 

Ewart, 22, 107, 126, 131, 132, 136, 137, 138, 
139, 401, 406 
Exner, 80 

Fagaceae, 41 

Eagopyrum, 89; F, escuhntum, 90 
Fagus, 24, 26, 36, 198; red-leaved, 154; 

Jl sylvatica, 21, 23, 154 
Farsefia, 42 
Festuca, . 25 

Ficus, 41; il indica, 27 
Filarszky, 402 

Filhol, 8, 10, 47, 49, 50, 58, 125, 132, 133 
Filices, 127 

Finiow, 156, 163, 181, 184, 572 
Fintelmann, 49 
Fischer, 57, 369 
Fisetin, 79, 110 
Fittonia, 19; F. Fearcei, 34 
Flahault, 0, 288, 289, 290, 292 
Flavones, 10, 12, 13 , 14 , 49 , 51 , 208 ; 
colour-variation and, 207 ; constitution, 
109; distribution, 110, 111: origin of 
anthocyanin from, by oxidation, 112, 
,114, 115; by reduction, 121 , 122 , 123 , 
124,' 125: properties of, 111 ; synthesis 
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McHcli, 29, 159 

Fictclior, 156, 508 

Focke, 126, 423, 446, 451, 509 

Formanek, 56, 186 

ForeyiMa, 43; F,. virldissima, 85 

Fragaria, 27, 89, 155; F. vesca, 154: 

Franck, 104, 117 

Fraustadt, 37 

Fraxinus, 26, 135; F. excelsior, 21 

Freesia, 153 

Fremy, 8, 44, 47, 126 

Friedel, 388 

Fritillaria, 95, 147 

Fritsoh, 31, 32, 94 

Fruit, anthocyanin in, 27 

Fuchsia, 42, 92; F. tripkylla, 33 

Fmmriaceaey 234 

Fungi, 24, 35, 83 

Gain, 322 
Galanthus, 17 
Galeopsis, 83 

Qaliwn, 155, 285; G. Afariiie, 22; G. 

silvestre, 285 
Garcinia, 33 
Gardiner, 158 
Garjeanne, 19, 74 
Gartner, 430 

Gates, 156, 171, 181, 539, 565, 573> 606 
Gaucher, 35 
Gaura, 36, 42 

Gautier, 9, 24, 46, 58, 60, 61, 80, 82, 84, 
106, 149, 175, 221, 358 
Ga<waiowsky, 556 
Genau, 340 
Genista, 110 

OentianUj 38; G. aaiulis, 33; G. alba, 34; 

G, Oliveri, 33; G, punctata, 188 
Gentianaceae, 43 
Gcraniaceac, 42 

Geranium mdlle, 28; G. pratense, 191, 194; 
G. Robertianum, 18, 30, 153; G. sangui- 
nemn, 33, 118, 119, 147 
Gertz, 3, 17, 84, 19, 105, 106, 384, 386, 387; 
anthocyanin, and sugar-feeding, 4, 98, 
100, 101; effect of light on, 88, 89; 
in Arctic plants, 26; in cell, 29, 34; in 
cell-wall, 30; in leaves, 36; in Natural 
Orders, 41; in roots, 28; ‘Rubenroth’ 
group of, 52; solid, 32, 33, 35 
Gesneria, 27; 0, caracasana, 32; G. dm- 
berina, 19, 20; G. Donkelaari, 36; G. 
fulgens, 33 
Gcsneiiaceae, 43, 135 
Geum, 31, 156, 165; Q. coccineum, 39; 

G. rivale, 84 
Gierke, 29 

Gilia, 282; G. tricolor, 32 
Gillot, 155, 457, 462 
Gian, 58, 62, 80, 176 
Glaucium, 234 ; G. fulvum, 31 ; G.. luteum, 
282 


Glenarcl, 8, 58, 59, 80, 129, 130 
Glucosides, 4, 5, 46, S3, 85, 101; antho- 
cyanin formation and, 112, 113, 114, 
116, 117; in pigment formation, 115; 
of flavones, 112; of respiration, pigments, 
109 

Glycyrrliiza, 42 
Gmeiin, 105, 137 
Godeiia, 42, 282 
Golf, 205, 444 
Goiran, 101, 310 
Goodia, 30 
Goodyera, 41 
Goppelsrocder, 188 

Gossypium, 156, 165, 180, 181, 183, 184, 
188, 190 

Grafe, 9, 45, 46, 47, 50, 56, 58, 80, 197, 
■ 209, 222; Althaea pigment, 63; Pelar- 

gonium pigment, 55, 66 
Graminaceae, 26, 98 
Gramineae, 41 
Granier, 364 

^ Grape, 13, 53, 54, 56, 58, 84, 88, 247, 250, 
251,253,254,255; isolation of pigment, 
60 77 219 

Gregory,’ 149, 152, 153, 154, 157, 175, 182, 
184, 187, 189, 197, 610, 557, 558, 
607 

Grew, 2, 47, 104, 203, 1 
Griffiths, 46; 58, 63, 80, 191 
Griffon, 35, 331 
Guibourt, 22 

Guiiliermond, 623, 624, 630 
Guinier, 155, 456 
Gunn, 75 
Gunnera, 28 
Guttenburg, S3, 353 
Qymnocladus, 42 
Gymnospernis, 17, 24 
Gynura, 4Z 
Gypsophylla, 25, 282 

Haas, 20 

Haberlandt, 60, 283 

Haden, 223 

Haemaria, 41 

Haematoxylon, 21, 110 

Haeraodoraceae, 27 

Haig-Thomas, 156, 171, 594 

HaU, 251 

Hallier, 89, 272 

Hallqvist, 156, 631 

Halophytes, anthocyanin in, 26, 92 

Hanausek, 96 

Hansen, 44, 47, 11, 98 

Hansgirg, 410 

Hartig, 29, 32, 35, 83, 87 

Hassack, 19, 20, 30, 35, 129, 393 

Hasslinger, 469 

Haverland, 177 

Hayes, 157, 179, 182, 553 

Hazel, red-leaved, 136, 141, 198 

HebecUnium, 43 


Gleditschia, 42 
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Heckcl, 84, 300 

Iledera, 6, 36, 86; IL Helix, 95 

Hedrick, 574 

Hedysarum, 31 

Heim, 318 

Heinricher, 50 

Heinsius, 126, 132, 416, 615 
Heise, 9, 46, 58, 60, 62, 80, 167, 178 
EeUmitJievium, 150, 153 
Eeliantlms, 89, 153, 156, 167, 180, 183, 
260; I'L armuus, 150, 166, 181; //. 
tuberosus, 268 
Hdiclirysmifi, 191 

Eelleborus rrmltifidus, 33; E. niger, 38 
Heiobiae, 41 

Hepatica, 156, 194; H. triloba, 18 
Heribert-Niisson, 156, 157, 575, 576, 632 
Hering, 30 
Berniaria, 17 
Hesperis, 191, 194 

Heterozygous forms, anthocyanin in, 183- 
185, 209 
ffibbert, 71 
Hibiscus, 38, 110 

Hieracium, 89, 156; E, Pilosella, 234; 

E, tenuifolium, 18 
Hieronymus, 83, 314 
Eigginsia, 36 

Hildebrand, 27, 30, 31, 32, 38, 39, 156, 191, 
10, 30, 44, 458, 466, 473, 530 
Hilger, 150, 156 
Hill, A. W„ 148, 151, 577 
HiU, T. G., 20 

Hoffmann, 200, 431, 432, 433, 434, 435, 436, 
437, 438, 440, 441, 442, 443, 445, 447 
Eolcus, 41 
Hoidefleiss, 595 

HoEyhock, 13, 219, see Althaea 
Eomalomena, 30 
Honing, 156, 163, 608, 633 
Hooker, 155 
Hopkirk, 204, 217, 428 
Eordeum, 156, 167 
Horse Chestnut, 249, see Aesculus 
Eortensia, 200, 202 
Howard, 19, 29 
Eoya, 32, 33 
Hryniewiecki, 417 
Hiinefeld, 55, 119, 120 
Hurst, 156, 163, 164, 165, 172, 188, 502, 
531, 540, 596 
Husemann, 156 
Eutcliinsia, 128 

Eyacinthus, 5, 88, 148,' 194, 217; E* 
orientalis, 32, 38, 151, 152 
Eydimigea,, 31, 200, 202, 203, 217, 282, 292 
HyMa, 97, 100; E. verUciUata,.m 
Eydrocharis, 4, 6, 19, 41, 86, 87, 93, 94, 
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Hypochacris, 135 

Ichimiira, 31, 192, 612 
Ilex, 95 

Jmpatmis, ■ 127, 2HI; i. IMmmim, Jill; 
I, glanduUgera, 33 

Indian Cotton, 166, I8l, 184, l8S,:.see 
Gossypium 
Indicari, 115 
Indigofera, 42, 110 
Indimuisin, 115 

Inhibiting factor, 152, 153, 154; chemical 
interpretation of, 216 
Injury, anthocyanin as result of, 4, 17, 24, 
82, 83 

Insolation, effect of, on colour, 203-204 
Iresine, 19 ; /. Ecrbsiii, 36 ; /. LimEni, 52 
Iris, 5, 88, 89, 119, 287; i. foetidimma, 
155; /, liybrida, 32; /. pu’mila,ZQ,%%; 
/. xiphioides, 192 
Irmisch, 27, 27 

Iron salts, reaction of anthocyanin with, 
.'54 

Isolmia, 33 

Isomer, of anthocyanin, 47, 53, 72, 76 

Jackson, 471 
Jacobasch, 453 
Jacquinia, 30 
Jaennicke, 31 
Jager, 448 
Jasione, 153, 285 
Jasminum, 43 
Johannsen, 343 
Johow, 22, 45, 392 
Jonas, 166 

Jones, 117, 119, 120, 121, 122, 123, 156, 
165, 181, 188, 237, 238, 239, 240, 542, 
578 

Jonesia, 22 

Juglans, 24, 35; J. mficrocarpa, 33; J. 

regia, 21, 33 
Jumelle, 370, 396 
Juncaceae, 41 

J uncus embaneus, 25; J. Jacquittii, 25; 

J. iriftdm, 25 
Juniperus, 22 
Jussieua, 42 

Justicia formosa, 34 ; J. speciosa, 32 

Kajanus, 151, 156, 157, 162, 163, 179, 181, 
559, 560, 579, 580, 581, 597, §98, 625 
Kampherol, 79, 110 
Karzel, 359 
Kastle, 55, 196, 223 

Katie, 4, 58, 91, 96, 97, 98, 100, 117, 354 
Keeble, 11,12, 13, 14, 16, 21, 22, 125, 156, 
157, 229, 230, 231, 239, 240, 251, 403, 
407, 541, 542, 582; anthoGyanin and 

■ oxidaaes, 117, 118, 119, 120, 125, 212; 
anthocyanin in alcohol, 47, 120; arti- 

■ ' .fioial anthocyanin, 122, 123; Digitalis, 

■ ’l65^' 181,. 188; physiological significance 


97, 100 

Hydrocharitaceae, 96 
Eyoscyamus, 156; H, niger, 32 
Hypericaceae, 42 
Hypericum, 27 
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of aiithocyanin, 126, 130, 131, 136; 
Primula, 176, 177, 178, 182, 212 
Keegan, 186, 848 

Kemer, 28, 398, 452; anthocyanin, au- 
tumnal, 22; in Alpine plants, 25, 102; 
in leaves, 18; physiological function of, 
126, 128, 129, 133, 134, 141 
Killby, 174, 209 
Klebs, 6, 85, 87, 349, 360, 361 
Klein, 39 
Kniphofia, 17 
Kmith, 7, 126, 426 
Kny, 126, 130, 133, 32, 55, 397 
Kohlrabi, 123 
Koning, 126, 132, 416 
Kornicke, 454 
Koschewnikow, 38, 40 
Kostaneeki, 15, 109 
Kraemer, 202, 193, 503 
Kraus, 30 

Kraus, C., 143, 276, 277, 281, 301 
Kraus, G., 82, 311 
Kroemer, 32, 102 
Kronfeld, 59 
Kuhlmann, 55, 118 
Kuntze, 422 
Kiistenmacher, 83, 326 
Kiister, 82, 83, 350 

Labia tae, 19, 38, 43, 107 
Laborde, 106, 107, 199, 200, 201 
Lachenmeyer, 200, 429 
Lacour, 170 

Lctctuca muralis, 19; L. saliva, 154, 296 
Laelia, 41; L. Perrinii, 31, 32 
La?nkim, 36; L. purpureum, 38, 155 
Landel, 323 
Laportm, 240 
Larix, 17 

Larkspur, 192, see Delphinium 
Laserpilium, 25 

LalJiraea, 28; L, squwmaria, 28 
Lathyrus, 9, 10, 12, 56, 161, 171, 182, 184; 
L. heterophyllus, 31 ; L. odoratus, 156^ 
180, 181, 183, 198; colour-inheritance, 
167; colour- varieties, 151, 152; inter- 
pretation of colour-factors, 207, 211, 212, 
217; oxidases, 118, 119; reduplication, 
186; L. silvestris, 31 
Laurent, 88, 315 
Launis, 35 
Lavatera, 147 
Lavdowsky, 29, 160 

Lead acetate, reaction of anthocyanin with, 
48, 51, 69 

Leake, 156, 166, 181, 184, 185, 188, 561 
Leaves, anthocyanin in, IS seq . ; localisa- 
tion of, 36, 37 

Leguminosae, 21, 27, 42, 163 
Leitgeb, 27 

Lemna, 135; L, minor, 94; L, polyrrhizdy 
19; L, trisulca, 94: 

Lcmnaceae, 41 


Lcngerken, 32 
Lentibuiariaceae, 43 
Leovitodon, 43 
Lepeirosia, 27 
Lepel, von, 56, 151 
Leucantlmnmn, 26 
Leucojum, 17 
Levi-Morenos, 52, 58 
Libanotis, 25, 26 
Lidforss, 86, 174 
Lierau, 27, 51 

Light, as stimulus reaction, 90: effect of, 
on colour, in flowers, 88; in fruits, 88; 
in leaves, 89 ; in roots, 89 
Ligustrum, 6, 27, 86; L, vulgare, 24, 95, 
121 

Lilac, 261, 270 
Liliaceae, 19, 41 

Lilium candidum, 22 ; L. Martagon, 30, 94 

Lily of Valley, 123 

Limodorum, 41 

Limosella, 43 

Linaceae, 42 

Linaria, 43; L, alpina, 147, 156, 168; 

L, Gymhalaria, 147 
Lindinger, 27, 41, 76 
Lindman, 511 
Lindt, 163 

Linabauer, 82, 90, 341, 371, 411 
Linum, 134, 135, 141, 282; JO. usitaiissi- 
mum, 129, im, 168, 184 
Lister, 109 
Liverworts, 279 
Lobelia, 147 

Localisation of anthocyanin, in leaves, 35, 
36, 37; in Natural Orders, 41 et seq.; in 
stems, 38 

Lock, 156, 157, 172, 173, 493, 504, 512, 
518, 532, 583; Ganavalia, 163; JSficO’’ 
liana, 171; Pisum, 147, 174, 182, 189; 
Zea, 179 

Lonicera, 27 ; L. brachypoda, 99, 100 

Lotus, 25 

Lourea, 42 

Lowe, 19, 29 

Lowschin, 626 

Liidi, 83, 342 

Ludwig, 424, 425 

Lupinus, 42; L. grandijiorus, 34; L. 

perennis, 34; L. polyphyllua, 34 
Luteolin, 50, 79, 160, 207 
Lychnis, 282; L, c&ronaria, 120; L. dioica, 
156, 168 ; L. Flos-cuculi, 155 ; L. vesper- 
. Una, 168; L. Viscaria, 26 
Lycopersicum, 27 
Lycopus, 43 
Lycoris, 202 
Lythraceae, 42 

Macaire-Princep, 89, 104, 106, 3 
Macchiati, 171, 409, 427 
Mac-Bougal, 404 
M^lurin, 79 
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Macrophctnmi, 30 
Magnolia, 38; M. acuminata, 101 
Mahonia, 6, 24, 86 ; M. aquifolium, 82, 01 
, 95 

Maize, 179, ISO, 194, 284, 300, see Zea 
Malcomia, 42 

Mailison, 76, 218, 257, 638, 639 
Mallotus, 36 , 

Mallow, 13, 58, 219, see Maiva 
Malope, 147 
Malpighi, 21 
Malte, 31 

Maiva, 36, 76, 78, 80; M. moschata, 147, 
155; M. rotundifolia, 33; M* sylvesiris, 
219, 224, 225; M. tinctoria, 296 
Malvaceae, 42 
'Maivezin, 202 
Malvidin, 79, 219, 220 
Malvin, 78, 219, 220 
Maranta, 19, 36 
Marantaceae, 19, 20, 135 
Marquart, 1, 44, 87, 105, 106, 5 
Marquis, 161, 162 

Marryat, 149, 156, 170, 185, 192, 533 

Martens, 9, 127 

Martin, 76, 218, 219, 306, 640 

Massalongo, 319 

Massart, 36, 70 

Matricaria, 43 

Matthaei, 139 

MaitUola, 9, 10, 12, 156, 161, 171, 184, 191; 
colour -inheritance, 169 ; colour- varieties, 
147, 151, 152; hoariness, 206; inter- 
pretation of coiour-f actors, 211, 212; 
oxidases, 120 
Maumene, 157 

Maxillaria Henchmanni, 32 ; M, ienuifoUa, 
32 

Medicago, 42 ; M, maculaia, 19 ; M, saliva, 
31 

Meehan, 41, 296, 463 
Melampyrum, 43 
Melandri, 111 

Mela’ndrium album, 169; M, ruhrwm, 169 

Melastomaceae, 20, 135 

Mdica, 41; i¥. nutans, 32 

Mmyantkes, 43 

Mer, 31, 91, 284, 286 

MesembryantMmum, 52 

Mesua, 139 

Meyen, 6, 23 

Microstylis, 41 

MiddendorfE, 265 

Mieg, 76, 218, 219, 641, 642 

Milium, 25 

Mimosa, 42; M. pudica, 137 
Minmlus, 190; JT. quinquevulnerus, 188 
MirabiUs, 197, 209, 217; M. Jalapa, 40, 
149, 156, 170, 185, 191, 192 
Mirande, 4, 28, 58, 83, 85, 89, 91, 101, 106, 
332, 362, 365 


Mogiphanes, 52 

Mohl, von, 31, 32, 104, i05, 7, 8 , 84 
Moieciilar weight of anthocyasiiii, 71 
Molinia, 26 

Molisch, 29, 31 , 32 , 45 , 66 , 92 , 115 , 104 , 
163, 241, 316, 467 ; coiour in Hydrangm, 
200, 201, 202, 203 ; crystalline antho 
cyaiiin, 34, 35, 46 
Moliiard, 117, 366, 376 
Monocotyledons, 30 , 95 
Montemartini, 408 
Moraceae, 41 

. Morot, 8, 47, 58, 59 , ',80, 122 . 

Morren, 35, 89, 26 
Morris, 132 

Morns, 24 ; Jf . tmeimia, 79 

Mulder, 128 

Muller, L., 32, 38, 61 

Muller, N. J, 0., 45, 56, 169 

Muller rThurgau, 86, 88, 116, 298 

Multiplicity of anthocyanin pigments, 44, 

■ ■■ ^ ■ 

Musa, 137; Jf. zebrina van Houtle, 20 
Muscari, 38 
Muscij- 127 

Myosoiis, 215, 282, 287; 1/. sylvatka, 147 
Myrica, 26, 110; M. Gale, 33 
Myricetin, 79, 110 
Myrtaeeae, 42 
Myrtihidin, 79, 221 

Myrtillin, from Bilberry, 77, 219; from 
HoUyhock, 78, 219 
Myrtillus, 29 

Nagai, 634 

Nageii, 30, 31, 32, 35, 50, 85, 90, 138 
Nagus major, 94; N, ininor, 94 
Narcissus, 17; N* incomparahiUs, 121 
Naylor, 194 
Neniesia, 43 

Nemophila, 32; N, mslgnls, 191 

Nepenthes, 135; N. Hooker iana, 33 

Neptunia, 31 

Newbigin, 15, 16 

Nowell, 459 

Nicki^s, 131 

Nicolas, 616 

Nicoliana, 156, 171 

Nidulafium, 19; N. Cermniesi, 33 

Nienhaus, 324 

Nierenstein, 224, 232 

Nivi^re, 181 

Nohara, 156, 172, 635 

Nolan, 76, 218, 222, 643, 644 

Non, 820 

Nyctaginaceae, 41, 52 

Nymphaea, 135 ; N^ Lotus, 19 ; N. thermalis, 

19 

bats, “Crown’ variety of, 153 
Odontites, 36, 43 
Oenidin, 79, 219, 220 


Miyoshi, 25, 92, 202, 187, 375 
Mobius, 27, 28, 30, 39, 68 
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Ocnolinc, 59 

Oenothera, 24, 90, 42, 82, ioO, 180, 181,. 
IS3; 0, biennis, 172; 0, franciscana,lT2; 
0. (jrandifiora, 171, 172; 0. Lamarckiana, 
91, 171, 182; 0, rubricalyXf 171, 181; 
0, -nibrinervis, 171 
Ocnothcraceae, 36, 42 
Oleaceae, 43 
Oliver, 398 

Oncidium, 32, 41; 0, spliacelaium, 31, 33 
Oriobrychis, 42 

Ononis arvensis, loo; 0. 31 

0-plis7ntnus, 41, 0, imbccillis, 98, 100 
Op 2 intia, 102; 0, leucotricha, 89; 0. 

robusta, 89 
Orange, 27, 123, 153 
Orchidaceae, 20, 27, 41, 135 
Orch'is, 36, 41; 0. latifoUa, 89, 135; 0, 
maculata, 19, 135; 0. mascula, 31, 
285 

Ornithogalum, 17 * ■ 

Orobanchaceae, 43 
Orohamhe, 28 
Omnunda, 17 
Ostenfeld, 166, 505, 543 
Ostrya, 135 

Overton, 4, 6, 23, 30, 45, 50, 58, 106, 333, 
334; antbocyanin and temperature, 86, 
87; sugar-feeding, 93, 94, 95, 96, 98, 
100, 101 

Oxalis, 156; 0. corniculaia, 172; 0, Ort^ 
giesiif 30 

Oxidases, and anthoe^yanin, 11, 91, 117; 
relative distribution of, 118, 119: 

eoloiir-f actors and, 212; direct and 
indirect, 107, 108; distribution of, 107 
Oxonium salts of antbocyanin, 13, 53, 75, 76 
Oxybapkus, 52 

Oxy benzoic acids, 78, 111, 208, 226 
Oxygon and antbocyanin, in gaseous 
exchange, 91, 117 

Paeo7iial 222, 223, 226, 247; P. cariacca, 
42 

Paeonidin, 221, 222 
Paeonin, 221, 222 

Palladin, 11, 58, 91, 99, 101, 107, 108, 
109, 116, 121, 203, 210 
Panimol, 450 

Fmiicunh 41 ; P. variegatmn, 92 
Pansy, 150, see Viola 
Papaver, 31, 39, 49, 50, 56, 88, 127, 190, 
191, 282, 283, 288; P, alpinwn, 283; 
P. mdicaule, 191; P. orientaU, 189; 
P. PhoeaSf 156, 172, 189; P. somnifermn. 

" " 156, 172, 189, 283 
Papaveraceae, 42 
Paphiopedilu7n, 156, 164, 188 
Papilionaceae, 38 
Parasites, antbocyanin in, 28, 85 
Parietaria, 27 
Parkin, 3, 37, 89, 116, 77 


Parsley, 12 

Passiflora acerifoUa, 32; P. akita, 32; 

P, laciniata, 32 ; P. Imibala, 32 ; P. sube- 
■ rosttf 32 ■■ ■ ' ' ' 

Pattern in colour variation, 188-190 

Paulownia, 33 

Payen, 8, 114, 115 

Pea, Sweet, 9, 188, 206, see Laihjrus 

Peach, 205 

Peebe, 242 

Pedicularis, 43; P. mcarnala, 25; P. re~ 
culita, 25; P. rosiraia, 25; P. sylmlica, 
lo5 , " 

Pelargonidin, 78, 79, 219, 221; in colour- 
varieties, 223 ; synthesis of, 222 
Pelargonin, 78, 219, 221 
PeUrgonium, 9, 13, 24, 46, 49, 50, 58, 80, 
82, 92, 100, 123, 222, 286; colour varie- 
ties, 223, 224; preparation of pigment, 
63, 66, 76, 218; properties of pigment, 
55, 56, 78; P. altum, 198; P. ‘Don 
Juan,’ 198; P. Odier hortardm, 31; 
P. pdtaUim, 134, 223, 224, 225 ; P* zonahi 
31, 33, 45, 96, 223, 225, 270 
Pellaea, 17 
PeJlagri, 54, 146 
Pellat, 291 

PeUew, 156, 157, 165, 176, 177, 178, 181, 
182, 188, 541, 542 
Pellionia, 36 
Peltaria, 18 
Pennisetum, 41 
Penistemo7i, 43 
PepUs, 92 
PeriUa, 154, 248 
Perldn, 10, 109 
Pe thy bridge, 19, 78 
Petioles, antbocyanin in, 21 
PeHmia, 191 
Pfeifer, 29, 107 
Phujus, 116 
Phalaenopsis, 41 

Phalaris, 89, 100; P, amndinacm picta^ 
263 

Phanerogams, 127 
Phams, 41 

Phaseolus, 27, 39, 153, 154, 185, 189, 190; 
P. multifiorus, 46, 156, 172; P. vulgaris, 
156 

PMladelphus, 36; P. coro7ia7‘ms, 49 
PJilenm, 26, 41 

Pblorogiucin, 78, 110, 111, 208 
Phlox decussata, 203; P. jDrmn7no7idii, 111, 
119, 148, 149, 151, 152, 209 
Phor^niurn, 30 
Photinia, 42 

Photosynthesis and antbocyanin, 81, 86, 
116 

Phragmites, 28 
Phrynium, 33 

Physiological function of antbocyanin, 7, 
126 et seq. 
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157, . 293; colour , in .vegefcafcive parts, 
180, 182, 183; colour- Tarieties, 148, W-O, 


Phyleu.ma, ioG; P. Uallen, 174; P. 

siyicatwnh, 135, 174, 283 
Phytolacca, 52, 100, 246, 249 
Phytoiaccaceae, 9, 47, 51, 52 
Picca 17 

Pick, ' 21 , 35, 126, 128, 131, 132, 134, 391 

Pillsbuiy, 464 

Pilosella, 89 

Pirn, 32, 95 

Pimenta, 239 

Pimpinella, 25 

Pingwicula, 43 

Pink, 56, 123, 217, sec Dkuiihus 

Pi mis, 17 ; P. excelsa, 83 

PiXJeraceae, 20, 41 

Pirotta, 28, 42 

I^istacia, 42 

P%si%d 94 : 

Pisum, 27, 163, 154, 183, 189, 190; P. 
sativum, 101, 157, 180, 182; colour- 
inheritance in, 174; colour- varieties of, 
147 ; oxidases in, 118, 119 
PiUosporum, 97 
Piantaginaceae, 43 

Plantago, 82; P. major, 28, 99, 100, 154 
Platanus, 135 
Plumbago, 120 

Poa annua, 25; P. nemoralis, 25, 28 
Podalyrieae, 27 
Pogonia, 41 ; P. crista, 20 
Poinsettia, 26 

Polemonium, 157; P. caerulewn, 147, 174; 

P, fiavum, 174 
Politis, 225 

Pollacci, 3, 32, 35, 36, 38, 91, 17, 614 
Pollen, anthocyanin in, 27 
Polyanthus, 13, 122 
Polygala, 153, 155 
Polygalaceae, 42 
Polygonaceae, 41, 52 
Polygonum, 89, 110; P. Perskaria, 19, 
33, 135; P. tartaricum, 89 
Pontederia, 30 * 

Pontederiaceae, 27 

Populus, 24, 26, 36, 84, 110, 135; P* alba, 
23; P. nigra, 23; P. treniula, 23 
Portheim, 46, 204 
Portulaca, 40, 52, 191 
Portulacaceae, 9, 41, 52 
Potamogeton, 17; P. pectinatus, 94; P. 

perfoliatus, 94; P. pusiUus, 94 
Potato, 123, see Solanum 
Potentilla anserina, 28 ; P. thuringiaca, 33 ; 

P. Tiroliensis, 26 
Poterium, 135 
Potonie, 27, 56 
Praeger, 460 
Prehn, 465 
Prenanthes, 95 
Preyer, 27, 30, 41, 66 
Prillieux, 116 

Primula, 6, 11, 12, 119, 282, 287 ; P, amuhs, 
153, 293; P. sinensis, 32, 33, 87, 122, 


. 151, 152, 153, '154,.. 184, ' 215;' 
ance of colour, 175; oxidases, 118,212; 
j>attern, 189, 190; reduplication, IHT; 
striping, 191, 192, iOT ; P. veris, 153, 154 
Primuiaeeae, 43 
Pringsheim, 7, 127, 130 
Prunella, 5, 88; P. vulgaris, 43 
Prumis, 23, 26, 27, 30, 1 10; P. Avinifi, 2H2; 
P. Gliainaccerasus, 22; P. Padiis, 23, 89; 
P. Pissardi, 82; P. spiuosa, 22 
Pucoinia, 24, 83 
Pidmo7iaria, 5, 88 

Punnett, 9, 152, 156, 167, LSo, 188, 487, 
496, 500, 516, 549, 550, 584, 599 
Pynaert, 295 

Pyrus, 23, 27, 42; P. communis, 31 
Quercetin, 79, 110 

Quercus, 24, 35, 36, 41, 110; Q, coccinea, 
24 ; Q, heterophylla, 233 ; Q, macrocarpa, 
33, 36; Q, palusiris, 30; Q. Bobur, 
21, 23; Q. rubra, 24, 33, 36, 132 

Radish, 56, 194, 254 
Rafarin, 278 
Ranunculacoae, 42, 155 
Ranunculus, 217; R, acris, 135 
Raphanus, 283 ; P- salivas, 27 
Rdthay, 321 
Rathbone, 335 
Ravaz, 84, 355, 380 
Rawson, 203, 204, 519, 600, 636 
Red-leaved varieties, 20, 154 
Reduction of anthocyanin, 55 
Reduplication series, colour in, 185-188 
Reinke, 7, 127, 129, 136 
Reseda, 110, 157; R, lutea, 17; M. odoraia, 
17, 178'^ 

Respiration pigments, 11, 107, 108, 121; 

and anthocyanin, 109 
Bestrepia, 32, 41 

Reversible reactions, 210; colour-factors 
and, 211 

Reversion, to type-colour, 9 
Rhamnus, 110 

Rheum, 24, 82, 89; rugosum, 33 
RMmnthus, 43 
Rhododendron, 38 
Rhodotypos, 83 

Rhus, 22, 36, 42, 110; M, Ooriaria, 89; 
P. typhina, 33, 52 

Rihes, 27, 35, 42, 198 ; P. groasularia, 153 ; 
P. petrdeum, 33; It rubrum, 154; P. 
sa7igumeum, 197 
Riccia, 232 

Rice, ‘Grown’ variety of, 153 
Richter, 367 

Ricinus, 26, 42, 131, 132 
Robinet, 22 

Robinia, 110; P. Pseudacada, 83, 153; 

. R, viscosa, 33 
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Rodrigue, 69 
Boos, 355 

Roots, antliocyanin in, 27 
Boaa, 21, 88, 89, 123, 127, 151, 226; 
autumnal coloration, 23; galls, 24; 
localisation of anthocyanin, 36 ; pig- 
ment, 56; solid pigment, 31; M, centi- 
folia, 296; U. gallica, 58, 214, 223, 225; 
preparation of pigment, 59, 76, 77, 80, 
218; li. *Marechai Niel/ 97 
Rosaceao, 23, 42 
Rosanoff, 31, 92 
Rose, 627 
Rostrup, 83, 345 
Roux, 8, 116 
Roze, 395 

‘Riibenroth’ group of anthocyamns, 9, 52 
Rubiaceae, 43 

Bubus, 21, 27, 35, 36, 89, 95; E, caesius, 
SI; B, corylifoUuSf 31 ; B. fruticoms, 91 ; 
B, glandutosus, 31; B, Idkeus, 33, 154; 
B, laciniatus, 31 ; B, lasiocarpus, 31 
Bumex, 24, 26, 82, 89 ; B. Acetosella, 
28, 30; jK. crispus, 33, 91 ; B. domesticus, 
33,99, 100 ; B, Patentia, 99 ; B, scutaius,lS5 
Russell, 251 
Russo, 205 

Sacoharum, 28 

Sacher, 54, 216 

Sachs, 5, 85, 88, 89, 269, 271 

Sagitiaria, 97 

Salaman, 27, 154, 157, 178, 189, 544, 585 

Salicaceae, 41 

Salicornia, 26, 92 

Salix, 24, 26, 28, 36, 89, 135 

Salpiglossis, 150 

Salvia, 26, 36; '8, Eormin%m, 147, 157, 
178, 180, 182, 183; 8 . splmdms, 32, 49, 
50 

Sambucus, 27, 88, 281; 8. Ebulus, 43; 

;S'. nigra, 85 ; -S', racemosa, 33, 43 
Saponaria, 42; 8. oa/moides, 25 
Saraca, 139, 140 
Sarca7iihus, 134 

Satureja, 128, 134, 135, 141; 8. hortenbia, 
25, 26 

Saunders, 9, 156, 157, 475, 487, 496, 500, 
506, 516, 562, 563, 586, 587, 601; 
Atropa, 161, 180, 183; Batura, 164, 181, 
184; Bigitalis, 165, 181; Linaria, 147, 
168; Lychnis, 168; Matthiola, I4n , 151, 
152, 169, 206; Salvia, 147, 178, 182 
Sauromaimn, 270 
Savory, 129 

Saxifraga, 42, 101, 128; 8, cor difolia, 97; 
8. crassifolia, 95; 8. cmieifolia, 18; 
8, Geum, 18; 8. granulata, 33; 8. tri- 
dactylites, 33; 8. imihrosa, 24 
Saxifragaceae, 17, 27, 42 
Scabiosa arvensis, 234; 8. succisa, 285 
Schell, 28, 89, 285, 287 
ScheneJeia, 115 


Schenkiing-Prevot, 336 
Schiemanh, 216, 262 
Schilberszky, 419 
Sohimper, 31, 47, 93 
Sohlockow, 31, 39 
Schmidt, 67 

Sohnetzier, 152, 153, 154, 155 
Scholl, 46, 204 
Schonbein, 55,. 123, 124 
Schpnn, 140 

Schiibler, 104, 200, 117, 429 
Schulz, 613 
Schunck, 299 
Sohwendener, 30, 50, 138 
Schwertschlager, 216 
Sciadocalyx, 33, 34 

Scilla amoena, 38 ; 8. ‘tvutans, 155, 8, verna, 
285 

Scitamineae, 41 
Scopolia, SS, 34 
Scorzonera, 43 

Screen-theory, 7, 127, 129, 130 

ScTophularia, 33 

Scrophuiariaceae, 43 

SecaU, 36, 41, 89, 271 

Sedum, 27; 8. acre, 26; 8. album, 26; 

8, atratum, 25; 8. sexa^igulare, 26 
Seeds, anthocyanin in, 27 
Sempervivum, 270; 8, dichotonmm, 33; 

8. tectorum, 134 
Sempolowski, 41, 36 
Senebier, 87, 88, 2 

Senecio nebrodensis, 19 ; 8. ^lemorensis, 19 ; 

8, vulgaris, 157, 178 
Senior, 58, 59, 80, 148 
Serjania, 33 
Betaria, 41 
Sewell, 13 

Shull, 156, 166, 169, 171, 172, 173, 174, 181, 
182, 185, 189, 513, 520, 521, 545, 546, 
588, 609 

Silene, 36, 88, 89; 8, acauUs, 42; 8. 

Armeria, 157, 178; 8 . tunetana, 33 
Silenoideae, 42 

Sinningia atropurpwrea, 19; 8» purpurea, 
■:36 ' . . 

Sium, 99, 100 

Smith, A. M., 7, 22, 131, 139, 140, 420 
Smith, F. G., 20, 412 
Smithson, 44, 112 
Snapdragon, 204, see Antirrhimwi 
Sodium bisulphite, bleacliing of antho- 
cyanin by, 55; compounds with antho- 
cyanin, 65, 67 

Soil, effect of, on colour variation, 200; 

in Hydrangea, 200-203 
Soianaceae, 43 

Solanum, 27; 8. amerkmmm, 32, 35; 
8. Dulcamara, 33; 8, etuberoswni, 178; 
8. guineense, 32; 8. Jlelongena, 32; 
8, nigrum, 32, 154, 157, 268; 8, tubero- 
sum, 27, 89, 154, 157, 178, 179, 189, 268; 

. B, verrucosum, 179 
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Soldanella, 18 

Solid anthocyanin, 30 ; obtained in cell 

' by reagents, :33, 34 

SoUdago, 38, 43 

Sorauer, '31, 83, 804, 351, 356 

Sorby, 56, 88, 139, 144, 206, 302 

SorgJnmi, 30 

Sos'tegni, 182, 190 

Spectrum of antliocyanin, 7, 56; and 
protection of clilorophyll, 129 
Spless, 35, 103 
Spillman, 174 

Spiraea, 24, 36, 82, 117; S. pruiiifolia, 91 
Spots of anthocyanin, on flowers, 39; on 
leaves, 19; on seeds, 39 
Siachys, 28 

Stahl, 7, 20, 21, 22, 35, 126, 131, 132, 133, 
134-136, 137, 138, 139, 140, 141, 62, 405 
Staining with anthocyanin, 29; of cell- 
wall, 30; of protoplasm, 29 
Stellaria, 36 

Stems, anthocyanin in, 38 
Stock, 194, 206, see Maltliiola 
Strashurger, 46 
Strelitzia, 31, 234 

Striping, 190; hud-variation and, 197; 
chemical interpretation of, 216; inherit- 
ance of, 192-197 

Strobilanthes, 252; S. Durlanus, 34; S. 

Sahinianus, 34 
Suaeda, 26, 92 
Sudborough, 71 

Sugar, anthocyanin and, 4, 85, 86, 101, 
116, 117; fiavonos and. 111 
Sugar-feeding, and anthocyanin, 4; Gertz 
on, 98; in flowers, 101; Katie on, 96; 
localisation of pigment in, 100; Overton 
on, 93 

Sunflower, 184 
Suzuld, 363 
Stoainsonia, 120 

Sweet William, 120, see Dianthus 
S'lvertia, 32 

Symphytum, 43; S, officinale, 155 
Synthetic products, anthocyanin and, 82, 
83, 84; lack of, 85 
Syringa, 43 

Tagetes, 191, 192; T. signxxta, 39 
Tait, 29 
Taliew, 478 

Tammes, 116, 156, 168, 184, 564, 610 
Tannin, anthocyanin and, 34, 35, 50, 60; 

origin of anthocyanin from, 106 
Taraxacum, 36, 43; T, officinale, 25, 95 
Tassi, 30 ^ 

Temperature, anthocyanin and, 5, 6, 24, 
86, 87; in leaves,* 7, 134, 139-140 
Terminalia, 92 
Terreil, 164 

Tetragonia crysialUna, 52; T. expansa, 154 
Tefranychus, 272 
•Theaceae, 42 


Tlieohrama, 140 

Thoday, .151, 156,. 168,. 647' . • „ ■ . ' 
Thomas, Kr;, 413, 415 
■ Thomas, S. B., 306 ' 

Thunbergia, 32 
' Tieghem, va'n, 27, 33 , 

- . Tilia, 84, 89; T. europaea, 21 
■ Tiiiaceae, 42'' 

Titlaea, §2 ' , - 

TiUandsia, Id; T. 30; T. dltnu 

toidea, W 
Timpe, 338 
Toni, de, 198 
Tischler, 418 

Trademantia, 92, 100; T, discolor . 19, 32, 
33; T. Loekensiis,W; T. vlrginira, 204; 
T. zebrina, 20, 28 
Tragopogon, 43 

Translocation, and anthocyanin, 5, 6, S3, 
102, 103 ; protection of, bv antliocvanin, 
128, 131, 132 

Transpiration, accelerated by anthocyanin, 
133; in tropics, 135 
Trapa bicornis, 33; T. naians, 2"^ 

Trecul, 31, 32, 89 
Treviranus, 267 

TrifoUum^, 42, 151, 154, 157, 179; T, 
pratense, 27, 30, 285 
Triticum, 41 
Tropaeolaceao, 42 

Tropaeolum, 38, 88, 146, 157, 100, 203; 

T. majns, 39, 40, 101, 150, I BO 
Trow, 157, 178, 187, 589 
Tschermak, 156, 157, 170, 173, 174, 189; 

479, 484, 494, 590 
Tschirch, 30, 32, 100 
Tswett, 120, 122, 123, 243, 252 
Tubeuf, von, S3, 329 
Tulipa, 5, 38, 87, 88, 89, 103, 101, 192, 
217, 238, 287; T, Gesneriana, 88; 
T, Oreigi, 134 
Turrifis, 18 

Tussilago, 83; Farfara, 24, 100 
Ulloa, 39 

Ulmus, 135; U, cmnpestris, 21; U. 
moniana, 33 

UmbelKferae, 21, 25, 27, 42, 107 
Uncaria, 137 
Unger, 32, 86 

Utricularia Bremii, 94; TJ. minor, 94; V . 
vulgaris, 94 

Vaccinium, 27; F. Myrfillus, 76, 77, 80; 

219, 224; F. fitis-idaea, 80, 218, 223 
Valeriana moniaf a, 19; F. tripkris, 19 
Vaierianaceae, 43 

VaUisneria, 41; F. spiralis, 93, 98 
Vanda, 38 

Variation, loss of factors and, 209 
Veitch, 63 
Verbascum, 43 
Verbena, 191 
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Veronica, 36, 43, 179, 198; V. Becca6unga, Wellington, 574 
155; V, Chamaedrys, dl, 155; V.longi- Weretennikow, 89, 273 
fcMa, 157, 197, 198: V. officinalis, 155; Wheat, 24 

F. s'pkaia, 155 ' Wheldale, 10, 11, 12, 15, 16, 58, 80, 122, 

Vervain, 49 156,211,212,213,217,224,226,244,253, 

Vesqne, 30 254, 255, 263, 514, 535, 548, 621; antlio- 

Vihnrntim, 22, 27, 36, 281; F. Lantana, cyanin. alkali reactions, 51; artificial, 

24, 89; F. Opulus, 24, 49, 89, 101; 124; formation of, 101, 109, 112, 113, 

F. Tmm, 32, 33 114, 224; in alcohol, 56, 120; oxidases 

Vida, 36; F. Gracca, 25; F. Baba, 39; and, 91, 212: Antirrhinum, colour- 

F, s&fkim,, 25, 285 varieties, 148, 152, ISO, 185, 188; 

Victoria, 19 inheritance of colour, 158, 159, 160; 

Vigour, colour variation and, 204 preparation of pigments, 69 ; properties 

VUlarsia, 135; F. nymplioides, 19 of pigments, 46, 50, 122; striping, 197: 

Vilmorin, 191 flower-pigments, 39, 56: oxidases, 108, 

Vinca, 147, 153, 194 212 

Vine, 9, 24, 46, 58, 60, 61, 84, 121 Wied, 270 



Viola, 28, 110; F. carnuta, 157, 179; Wiesner, 8, 45, 50, 126, 130, 135, 142, 275, 

F. lutm, 200; F* odwata, 147; F. irk 400 

color, 32, 150 Wigand, 8, 30, 44, 50, 58, 91, 106, 12, 136 

Violaceae, 42 Wiflis, 21 

Viscmia, 89; V, viacosa, 33 Willstatter, 13, 16, 57, 58, 80 112, 211, 

Viski, 617 212, 215, 245, 256, 257, 628, 637, 638, 639, 

Vitaceae, 20, 42 * 640, 641, 642, 643, 644, 645; allocyarddin, 

Vitis, 22, 27, 31, 36, 52 ; F. ahxandrina, 36 ; 124;, anthocyanin, alkali reaction, 51, 

F. Lahrusca, 36; V. vinifera, 76, 80, 52,53,54; artificial, 15, 124; constitu- 

154, 224 tion, 45, 75, 78, 79; groups of, 56; 

Vochting, 85, 325 preparation, 72, 76, 218, 219, 222; 

Voight, 89, 264 properties, 46, 47, 50, 56 ; synthesis, 222 ; 

Vouk, 202, 203, 522 colour-varieties, 214, 215, 216, 224, 225 

Vries, de, 29, 153, 154, 156, 157, 161, 165, Wine, 8, 9, 52, 58, 59, 60 
169, 178, 179, 141, 165, 474, 498, 565; Wissemann, 227 
Antirrhinum, 157, 159; bud- variation, Witt, HI, 112 

197; Coreopsis, 164, 184 ; Fapaver, 172; Wittmack, 155, 79, 495 
pattern, 188, 189: red varieties, 153; Wortmann, 132, 619 
striping, 191, 192, 103, 104, 197 Wray, 108 

Vriesia, 19 Wulff, 26, 30, 42, 71 


Waage, 172 Xanthogene, 49, 50 

Wachendorfia, 2*7 Xanthosoma, 19 

Wallflower, 13, see Cheirantlius 

Wallin, 35, 101 Zacharewicz, 357 

Warming, 92, 327, 343, 346 Zea, .2S, 35,' 89, 157, 179, ISO, 182, 

Webster, 449 194-~197, 199 

Weavers, 22, 421 Zechmeister, 218, 222, 628 

Wehrli, 399 Zerewitinofi, 71 

Weigert, 9, 45, 51, 52, 54, 179 Zimmermann, 31 

W eingaerineria, 41 Zimiia, 39, 40; Z, elegans, 150, 191 

‘Weinroth’ group of anthocyanins, 9, 51 Zollinger, 76, 218, 219, 845 

Weiss, 30, 31, 32, 156, 157, *91, 534, 666 Zopf, 27, 35^ 48, 173, 468 
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